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MepeAik yMOBHUX NO3HA4€Hb

AK - aktuBHicTD Kaseinkinasu II;

[ ]z — BHYTpIIIHBOKTITMHHA KOHLIEHTpALIisl IIOHIB;

[ ]s - 30BHIIIHBOK/IITMHHA KOHIIEHTPAL[is IOHIB;

[Ca*], - KOHIeHTpalis OHIB Ka/IBIIiI0 B LINTO307Ii;
[Ca*]; — 30BHINIHBOK/IITMHHA KOHIIEHTPAI[isl TOHIB Ka/IbIIil0;
At — iHTepBa/ KBaHTYBaHHS;

5-HT - cepoTosiH (5-rigpokcuTpunramin);

CNQX - 6-11iaHO-HITpOKBiHOKCasIiH-2,3-i0H;

D1-APV, D-APs,a60 D-APV - D-2-amiHo-5-pocdoHomneHTaHaT;
ECs — cepenHi TepaToreHHi KOHI[EHTpAILil;

gk — Kajli€eBa IoTeH1ian3a1e)KHa IPOBiIHICTh;

gNa — HaTpi€Ba IOTEHLian3a1e)XHa IIPOBiIHICTD;

GSH - rmorartion;

gca — KazbljieBa IIOTEHIIia/13a/1e)KHa IIPOBiHICTD;

gc1 — XJIOpHa MPOBifHICTD MeMOpaH;

K*/Na* - cnisBigHomennsa K*/Nat;

LCso - cepenui embpioneTanbHi KOHIIEHTPALil;

MGIuR - riroramMaTHi MeTabOTPOIIHI perenTopy;

N - KiZIbKiCTb iHTepBa/liB KBaHTyBaHHS;

Na'/K* - ciBBigHomenns Na*/K*;

NBQX - 6-HiTpo-7-cynbpamMobeH30KBiHOKCAIIH-2,3-1i0H;
NMDA - N-metun-D-acmaprar;

pH,, - KOHILIeHTpalis IOHIB BOGHIO B IUTOIIA3Mi;



Rux— BXifHMI omip;

V - 06'eM 3apopKa;

a-KT[II' - a-KeTormyrapaT/erigporenasa;

AMPA - a-amiHO-3-TifpoKcu-5-MeTnn-4-i30KcanoHNpPOIIioOHaT;
ATl - aktuBHicTh Na*, K'-AT®-as3uy;

I'AMK - rama-amiHOMac/IgHa KIUC/IOTA;

I'AMK, - peLienTop — iOHOTPOIIHUII PELIENTOP, AKUI AKTUBYETbCA raMa-
aMiHOMAaC/ISTHOIO KMC/IOTOI0;

T'AMK; - perjentop — METaGOTPOIIHMI PELIETITOD;

TTICII - ranpMiBHMI IIOCTCMHAIITUYHNI IOTEHIIaT;

EJTA - eruneHpguamiHTeTpaaleTar;

3IICII - 36ymKyBaIbHIIT ITOCTCUHAIITUYHNI IIOTEHIiaJ;
isII T - isonurpaTherigporexHasa;

I-KJIiTMHA — IHT€PCTUIIia/IbHA KIIiTUHA;

K3 - xoedirjieHT e1eKTpUYHOTrO 3B’513KY;

JIAT - nakTaTAerigporeHasa;

MK801 - 5-metun-10,11-gurifgpo-5H-gubensounkorenten-5,10-imiH Manar;
MO - Mi>kHapofHa OAVHUIIA AKTUBHOCTI €H3MMY;

MII - meMOpaHHMIT IIOTEHIIIATT;

MIIC - MeM6paHHUII NOTEHIiaI CIIOKO0;

MII® - ¢dakTop mporpecii MiTo3y;

II]T - moTeH1ian fii;

ITEA - maykoBa efleKTpMYHa aKTUBHICTb;

IIC - moTeH1Iia/M CIIOKOI0;

PII - puTMiuHi OTeHLiaMN Aii;



CIT - cykumMHaTAerigporenasa;

C3I - cucrema 360py iHdopmarii;

CPP - (2-kap6oxcumninepasun-4-mi) npomin-1-pochoHidHo Kucmmit;
TMIL, E., - TpaHcMeMOpaHHNIT IIOTeHIiaT;

THIP - 4, 5, 6, 7-Tpurifpoisokcasonnipnamny;

IITHC - neHTpanbHa HepBOBA CUCTEMA;

HIBB - mBKUAKiCTh BUi/IEHHA BYITIEKICIOrO rasy;

T - mBMAKiCTD TiKOMisY;

IIITK - mBMAKicTh MOTAMHAHHSA KICHIO.



JIpucesuyemvcs
MOIM BUUMEAAM

Aemop

Bcrtyn

[Torm6nenHsa ¢yHAaMeHTAIbHUX JOCHif-
JKEHb TIPOLeCiB TpaHCMeMOpPaHHOTO 6ioeneKTporeHesy, BIUIMBIB, IO
jloro MopauQiKyloTb, 3 BUKOPUCTAHHAM CHUCTEMHOIO IIIXOAY,
CTATUCTUYHMX MeETOJiB, CTPYKTYPHO-(YHKI[iOHA/JIbPHOTO aHali3y Ta
pisHMXx Mopudikamiii MaTeMaTMYHOTO MOJEMIOBAaHHA [AlOThb 3MOTY
IIMPOKO BMBYATU IOCTIZOBHICTD TMOfil, SIKi COPUYMHSIOTH 6arato
(dyHOAMEHTaIbHUX — 3arajibHOOIO/NIOTiYHMX — ABUIN,  HAIPUKIAf,
nudepeHIiOBaHHA, MiATPMMaHHA roMeocrasy Ta iH. OpepxxaHi
pe3ynbTaTy IOIMMOIOITb YABIEHHS IIPO MeXaHi3sM IlepefjaBaHH:A
30y/[PKeHHs MDK HepBOBMMM Ta eMiTeTialbHUMM  KIITMHAMMU
KIUIIKOBOIIOPOXKHMHHUX, IIPO MeXaHi3Mu 30y/KeHHs Ta ra/JibMyBaHHS
ITaYKOBOI €/IeKTPMYHOI aKTMBHOCTI KIITHH €KTOfEepMM IIPiCHOBOJHOI
rigpu, IpO 3aKOHOMIPHOCTI 4YacOBOTO OpraHisyBaHHS K/IITMHHUX
IpoLeciB  Ha  crapil J:[p06}IeHH$[ B PaHHbOMY eMOpiorenesi
XONIOJJHOKPOBHUX TBAapWH, IPO BIUIMB KAaTiOHIB Ba)XXKMX METAJliB Ha
eIeKTPMYHY aKTUBHICTb 3apOJKiB B’IOHA, HAa YIbTPACTPYKTYpy
6macToMepiB  3apofiKiB Ta Ha e€IeKTPUYHY aKTUBHICTD KITHMH
eKTofilepMu Tifipu. Anpo6oBaHi B poOOTi CTATUCTUYHI METOAY MOXYTb
O6ytm  3acTocoBaHi A aHamisy auHamiky - isMKo-XiMivHMX

XapaKTEepUCTUK KITUH Ta 6iocucreM 3 METOIO ]liaI‘HOCTYBaHHH Ta



IIPOTHO3YBaHH:A IXHbOrO (PYHKLIOHA/JIBHOTO CTaHy y pasi fmil pisHmx
¢axTopis.

MaremaTu4Hi Mojesi MOXKHA BUMKOPUCTATU JJIs1 JOCTi/I>KEHHSA
BIUIMBY 30BHIIIHBOrO cepefoBuina Ha pauHamiky TMII (mogmenn
puHamiku TMII Ha paHHIX crafisx emOpioreHesy TBapuH), A
OLliHeHH: 6a/IlaHCy Pery/IATOPHUX CYOCTpaTiB y 6/1acToMepax mpoTAroM
HBOCTI[KYBAaHOTO iHTepBaly dYacy PpO3BUTKY (MOJenb pPO3BUTKY
emOpioHa B'IoHa). Po3pobreHi Mopeni HeOOXifHO mami PO3BMBATH i
KOHKpEeTU3yBaT! IIpM IUIaHYBaHHI Ta IIPOBEJEHHI MOCHi[KEHb, AKi
CTOCYIOTBCSL ~ DeTyIIOBaHHA  PaHHBOrO  eMOpioreHesy  TBapMH.
Posrmanytnit y po6oTi migxis 7o onmcy cTpyKTypHO-(QYHKITIOHATbHIX
TpiaJHUX B3a€EMOJINl MDK eneMeHTaMyu 6iocucTeM Ha PisHUX PiBHAX
OpraHi3yBaHHA CTa€ MifiCTABOI0 I AOCTIMKEHHS BiloMux y 6iosorii
(dbeHOMeHIB, SKi YaCTKOBO BUBYEHI eKCIIepUMEHTAIbHO, HANPUKIAL,
(bepMeHTaTMBHI/H?I KaTaJIi3, eKOJIOTiUHi CUCTEMH, a TAKOX IX aHa/IITUYHO
ouiHioBat. Mopienb cuHTe3y pubodraBiHy Moxe OyTM BUKOpUCTaHA
s BUOOPY ONTMMAIBHUX PEXVMIB Y TEXHOJIOTIYHMX IIpoliecax Ipu

BUpPOOHMITBI BiTaMiHy By,.



Po3gia I. BIOEAEKTPOTEHE3
TA METABOAI3M

1.1. TpancmembpaHHua
OioerekTpoO2eHe3 Ha paHHixX
cTagisx embpioHaALHO2O

pPO3BUTKY TBapuH

Y OKuBUX cCuCTeMaxX, OKpiM HepBOBOTO,
TyMOPa/IbHOTO Ta TEHETMYHOTO PEery/II0BaHHA BijoMa Ilje OfHa CUCTeMa
KepyBaHHSA TaKUMU S>KUTTEBO BaXIMBUMM (yHKLiAMHN, AK picr,
pereHepyBaHHsA Ta HifTpuMaHHA OiopuTMmiB, a came: pi3HMIA
enektpnyHux norenuianis (M.b. Beken6mur, E.I. I'maronesa, 1988).
HaykoBIi IpuIycKaloTh MOXJIMBICTb 3B’A3Ky MDK pPUTMIYHMMMK
KONVMBaHHAMYU OOMiHy pEYOBMH Ta OCHWIALIAMM MeMOPaHHOTO
norenuiany ([.I. Camarypcbkmit, 1983). JI.B. Bimoycos, 3o0kpema,
BUABMB 3B’SI30K MK KOHTAaKTHOIO ITOJIAPY3ALi€l0 3apOJKOBMX KIITVMH
amibiit Ta inTeHcuBHicTIO 6inKoBOTO cMHTe3y (JI.B. Benoycos, 2000).
3ayBaXMMo, IO 3aB[AKM KIITMHHOMY MeTabosisMy MifTPUMYETHCS
IIEBHMUII PO3MNOAINT i0HIB MK LMTOIIA3MOI0 Ta cepenoBuiueM. lle
CTBOPIOE  3HAYHMII 3apAJj IOTEHLia/JbHOI eHeprii y  BUIIALI

TpaHCMeMOpaHHUX Ta eleKTPOXiMIYHUX TPAJi€HTIB, SIKi MOXYTb OyTH
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HocuTh e(peKTMBHO BMKOPUCTaHi pisHOMaHiTHMMHN QopMamy K-
tuHHOI akTuBHOCTI (IL.T. Koctiok, 1978).

Enexrpodisionoriuni mapamerpm MeMOpaH ANMLEKTITUH Ta
3apOfIKiB TBapMH € [AyXe YYIIMBUMM [JO BIUIMBY (akToOpiB
30BHIIIHBOTO CepelOBNUINA, IPUBEPHYBLIN [0 cebe yBary HMOCTiTHMKIB
6mm3bko 40 pokiB Tomy. Y mepiof Apo6neHHA MIA 3apOfKiB PisHMX
TBApMH 3apPEECTPOBAHO 3aKOHOMIpHY TillepIoApusaliio MeMOpaHu
OmacroMepiB 3 BenmMuMHO0 NpubMM3HO Big -5 - -12 MB - mepen
YTBOPEHHAM Ilepiroi 60posHu ApobieHHA Ta o -34 - -67 MB - Ha
crapii cepepupoi 6mactymu ([1.1. Canarypcpkuii, 1983).

Briepire TpaHcMeMOpaHHMIT IIOTeHIiall 3apeECTPOBAHO B
ANLEKTITUH MOPCHKOI 3ipKM, IPUYOMY [iallasoH JOrO0 3HAa4YeHb
craHoBuB Bix —10 1o —-60 MB (]J. Tupper et al., 1970). Hezabapom micns
IIbOTO Ha AMIEKTITMHAX {HIIMX BUAIB TBApUH OYy/I0 OTPUMAaHO MOAIOHI
pesynbraTn. lle sABUIE MPOCTEXYEThCA 1 Ml YaC PaHHBOTO PO3BUTKY
kopoma (B.A. Menbuuk, 1971; B.II. Menpuuk, B.M. Cabopgamu, 1976;
1978), B’ona (B.II. BoxkkoBa, 1971; B.IL. Boxxkosa u gp., 1971; E.A.
Tovima u mp., 1974; VI.III. KeaBunamsumy,1971; VI.II. KeaBunamsumm u
mp., 1971; C.M. Kycenp u ap., 1980], mopcekux pub (E. Bodas et al,
2000), tputona (S. Ito et al., 1974), akcomotnsa (B.IL. Boxkosa u mp.,
1974), mmopueBoi xabu (De Laat S. et al., 1974; C. Slack, A. Warner,
1973), a Takoxx mmmieir (R. Chen et al., 1994). Brnepmie na 3apopkax
amdibiit Oy/n0 BUABIEHO, IO I{i 3MiHM BiOyBalOTbCA y KOIMBHOMY
peXuMi 3 1mepiofgoM, AKMII 3piBHIOBaBCA 3 IE€PiOJOM TPUBANIOCTi
oxpemoro xinitTuHHOTrO 1Ky (D.J. Woodward, 1968; 1965). Ilisuimre
Oyno BcraHoB/IeHO A 3apopkiB BloHa ([I.I. Camarypcbkmit, 1983;

V.II. KBaBwnmamBunu u ap., 1971), akconornsa (B.II. Boxxkosa, 1971;
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B.II. boxxkoBa u fmp., 1974), mmopuesoi (D.]. Woodward, 1965) Tta
o3epHoi ka6 (II.J. Ynksausuan, 1979; C. Slack et al., 1973), mo Taxwuii
nepiofl KOMMBaHHA MalOThb BCi eekTpodizionoriyni XapakTepucTukm
IJIa3MaTUYHUX MeMOPaH 3apOJIKiB.

[IporsiroMm BOCbMM TOAMH PO3BUTKY 3apOAKiB  B’IOHA
HemepepBHe peecTpyBaHHA puHamikym TMII Bmepme mposis Toiiga
(O0.I. Canarypcekmii, 1983; E.A. Toiima, 1993), BUKOPUCTOBYIOUU
aBTOMAaTM30BaHi MeTOAM HellepepBHOTO 6i0(i3NYHOrO eKCIlepUMeHTY.
Hoseneno, mo npu HenepepBHoMy peectpyBanHi TMII mip wac
PaHHBOTO PO3BUTKY 3apOAKIB B'IOHA CIIOCTEpiraaich nepiofnydHi 3sMiHN
jioro piBHA, CMHXPOHHI 3 LUKIaMM KIITMHHUX NOAimiB. BopgHodac
rineprionspusaniss MeMOpaHM y KOKHOMY KIITMHHOMY LMKIi B 4aci
3biramacsa 3 iHTepdasoro, a pfemonspusania — 3 Miro3oMm. PiBeHb
HOTeHI[ia/ly 3pOCTaB JI0 I ATOTO-LIOCTOTO IIOAi/NIB MaKCHMaTIbHO Ta JIO
JIeB’ATOTO IIOAi/Ty MajKe He 3MiHIOBAaBCS — KO/IMBABCA Y MeXax —59 + —
68 MB. Ilicma pecmHXpoHisalii KapioKiHesy, IO HacTa€ 3a CTafi€lo
MOpPY/IM, piBeHb IOTEHLjiaNy HEl0 3HIVKYBaBC. Hait6inpm nomitHe
3HIDKEHHA JIOTO  CIIOCTepiraiy Ha IIOCTiMl TOAWHI  PO3BUTKY
(E.A. T'ovima, 1993).

[lna sapoAxiB B'IOHa, IO PO3BMBANINCSA B II€pPUBiTeTIHOBUX
obononkax, 3minu TMII Manyu KoMuMBHUI XapakTep HpK MOCTYIIOBOMY
HApOCTaHHI abCOMIOTHMX 3HA4YeHb: Bif —19 + -22 MB Ha crapii gBOX
6macromepiB o -67,1 MB - Ha cragii 128 6macromepis. IIporsarom
MepIIMX LIeCTV TOAMH PO3BUTKY, Koy npu Temmeparypi 21° C peari-
3yeTbes 10 moBHuUX mopinis 6acromepis, TMIT sMmiHIO€TBCA 32 pazamn.

Ilepion KOXXHOrO KO/MMBaHHA CTaHOBUTH 30-32 XB, 11O BifOBifae
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BEJIMYMHI To, IKOIO II03HAYAIOTh TPUBAIICTDh KIITMHHUX MOJIMIB IMif Yac
CUHXPOHHUX Apo6yeHb 671acToMepiB BI0HA IIpK TeMIlepaTypi iHKyoOaril
cepenosuma 21° C. IIpoTAroM ABOX 3 IOJIOBMHOI TOAVMH PO3BUTKY
(51,), xomu OOpo3HM [ApOOIEHb MepUAiOHAIbHI 1  3aBXKAU
HepIeHAUKY/IApHI TmonepenHiM, ¢asa HapocranHa piBHa TMII
HabaraTo [OBINA, HDK JOTO 3HIJDKEHHdA, a aMIUITyJja pO3Maxy
konuBaHHA TMII 3ane>XXuTh came Bifi IbOr0 HAPOCTAHHA.

[Tepui sikicHi BifMiHHOCTI MXK 61acToMepamu, 10 CMHXPOHHO
RITATBCS, CHOCTEPIraloTh IHCAA IUATOTO IOAUTYy, Komum 6oposHa
IpOO/IeHHA IPOXOANUTh MAapaeNbHO IO €KBAaTOpa >KOBTKA, BHACTIOK
YOrO0 YTBOPIOETHCS  IIANIOYKA , @ KITMHM BepXHbOTO MIApy
Bi/IA/IAI0THCA Bifi )KOBTKAa MeMOpaHaMM, BIUIMBAOYM Ha BUIJIAZ KPUBOI
puHamiku TMII y deproBux nukmax: ¢asy ImitoMy Ta CHagy
BUPIBHIOIOTbCA, a piBeHb TMII konmuBaeTbca B Mexxax —59 + -68 mB
OpPOTATOM  HACTYIHUX  TpPbOX—YOTMPbOX  MITOTMYHUX  LIMKIIB,
gmocATao4yy IUlaTo MakcuMmanbHoro piBHA TMII pmna miel crapii
PO3BUTKY 3apojkiB B'IoHa. Ilicma pgecumHXpoHisanii kapiokiHesy, ska
HacTa€ MicA crafiii Mopynn (H.H. Porr, B.II. Boxxkosa, 1980), piBeHb
TMII pemo SHMXYETbCs, a IepiofMYHI KOMMBAaHHA JIOTO 3aTYXaloTh,
npudomy nepion xkomanb TMII nopgosxyerbces. Haitbinbin momitHe
sHkeHHA piBHA TMII crocrepiraeTbcs Ha IIOCTIN cTafii pO3BUTKY
(12 1,), KoM Y 3apOJIKiB, AKi pO3BMBAIOTHCA, MTAJJA€ MITOTUYHMI iH/IEKC,
i pisko 3poctaloTb Koedinientn acmuxponnocri (H.H. Porr, 1987),
enexTpuyaHoro 383Ky (B.IL. Boxxkosa u ap., 1973) i Mopdorenerndna
akTVBHICTD sAxep (A.A. Hetidax, 1977; A.A. Heiidax, M.A. Tumoceesa,

1978). 1o 1bOro TIepeOMHOTO MOMEHTY PpO3BMTOK 3apOJKiB
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3OIJICHIOETbCA 32 PpaxyHOK TreHeTmyHol iHQopmanil, ska Oyna
HaKOIIMYE€Ha IIiJj 49ac OOTeHe3y B MAaTe€PUMHCbKOMY opradismi. Ili
npouecy i, 0co6muBo, iHTeHCUBHUIT cuHTe3 HOBYX i-PHK, morpebytors
3HauHux eHeprosutpar (H.II. Osephiok, 1985), mo IpuBOAUTH [0
IIepeposIoAiny Imyna Makpoepris. 1likaBo, o came B 1iell epiof majae
aktuBHicTh Na', K'-AT®-asu ([I.P. bepuramsunu u gp., 1974), i
HOMITHO 3HIKY€EThCs piBeHb TMII mrasmMaTyHNX MeMOpaH.

[Ticna mectu rogvH po3BUTKY, Ha iHTepdasi omuHagIATOrO-
IBaHAALATOTO MOMiMIB, 3adiKcOBaHO iCTOTHe 3POCTaHHS TPUBAIOCTI
MITOTMYHOTO LYKy 32 PaXyHOK iHTepdasu, TOAi AK TPUBAIICTb MITO3Y
i ioro okpemux ¢as icrotHo He 3miHwerbca (H.H. Porr, I.A. Ille-
BesneBa, 1967). Ha wiit cranil po3BUTKY 3apofikiB B'IoHa Oy/10 BigMideHO
3HauHy BapiabenbHicts piBHA TMII, sixa mpoTsarom HactynHux 30 xB
crabinisyBanacsa o —59 + —-67 MB, aje mMBKUAKO 3’ ABIAMNCA OCHIIALLIL,
Aki HaragyBamm eHnedanorpamy. Taki ocuwranii pisaa TMII
peecTpyBaiu B YCiX [JOCHifaX, TPMUBAIICTh AKUX IepeBULyBana CiM
TOJVH TiC/IA 3alUTiqHEHHA ANIEeK/TiTUH.

Y pasi HenepepsHoro peectpyBanHa TMII mif yac paHHbOTO
PO3BUTKY 3apOJKiB B’IOHA, I1030aB/IEHNX II€PUBITETIHOBUX OOOTOHOK,
TAaKOXX CIIOCTEPirarTh IepiOfANYHI 3MiHM J1OTO piBHA, CMHXPOHHI 3
LMK/IaMM KITMHHKMX mopimie. OpHak abcomotHi Benmumau TMII B
HepUIMX YOTMPbOX KIITMHHMX LMKIax Oymum Ha 7-9 MB Bumi, a
NIPOTATOM I’ ATOTO—MIeCATOTO ,ILp06)'IeHb Ha 5-12 MB Hmxui, HIX Yy
3apOJIKiB, sIKi pO3BMBAWOThCA B oOonoHKax. KpiMm Toro, 3sapoaxwu,
1036aB/IeHi IepyBiTeTiHOBUX OOOIOHOK, BXe micimsa 16 6macromepis

mocsitanu piBHA “mnaro” konmuBanb TMII (B Mexxax -47 + —64 MB), ske
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YTPUMYBA/IOCh aX [0 [eB’sAToro papo6nenHs. Ha mocrii ropmui
PO3BUTKY BigOyBanmoca Oimbir piske, HDK B IONEpefHIX IUKIAX,
sHwkeHHa TMIL. ITounHaouyu 3 MIOCTOTO APOOTEHHS y 3apOAKiB Oe3
HepuBiTe/IiHOBOI OOOTOHKY IIPOCTEXYETHCs 301bLIEHHS TPUBAIOCTI
MITOTMYHMX LMKIIB, Tak 1mo fo VIII gpobrieHHs 1i 3apOfKM BiICTaOTh
MalDKe Ha LM KIITMHHUM LMKI Bifi 3apOfKiB, fAKi pOo3BMBaNIucA B
obononkax. OpHak rimepnonspusalisi MeMOpaH 3apofKiB B'IOHa, SIKi
PO3BUBAIOTHCS 6e3 MepuBiTENiHOBUX OOOMOHOK, TAKOX IpPUIAJAE Ha
iHTep(basy KIITMHHOTO UMKy, a Jelonsdpusanida - Ha MiTos.
MakcumanpHaux 3HadeHb TMII nocsrae mig gac npomeradasy, i B 1eit
yac y MiKpockomi pobpe BUAHO IIOYaTOK 3aKIafaHHSI OOpPO3HNU
Ipo6/eHHs, 110 30iraeTbcs 3 JaHUMM, sAKi OyIu ofep>kaHi Ha 3apojKax
y epuBiTeTiHOBUX 0O0TOHKAX.

OTxe, micnA 3BiIbHEHHs 3apOfIKiB B'IOHA Bifi IepyBiTe/TiHOBOI
060/10HKM He Bif0yBaeTbcs icToTHMX 3MiH piBHs TMII nmopiBHsAHO 3
3apofiKaMI, SIKi pO3BUBAIICA B O0OTTOHKAX.

3aranom 3a pmHamikoro TMII 3apopkiB, sAKi po3BUBamUCh y
mepuBiTeNiHOBMX 000/MOHKaXx Ta 06e3 HuX, MOXHa BUSHAYUTH
TPUBAIICTh He TiIBKM KIITMHHOTO LUKy, ajle i loro okpemux ¢as, a
TaKOX CTaJi/i PaHHBOTO PO3BUTKY, a CaMe: CMHXPOHHOTO ApOOJIeHHs
6macromepiB (mepiie-cboMe [JpOOIEHHs), 3aK/IAaHHs eKBal[THUX
6opo3seH (1rocre ApobIeHHs), TIOYATOK ACMHXPOHHUX APOOIeHD siep
(BocbMe [poOIeHHS), YTBOPEHHS MOPYIM i HOBHOI JleCMHXPOHi3alil
npobneHb (meB’sATe i mecsATe ApoONeHHA), 3aBepllieHHS (HOPMYBaHHSA
paHHbOi Onmactynu i moyarok MopdoreHernyHoi ¢yHkuii spep (12-

13 1) (mecate-oamHapusATe nApo6GneHHA). JleXTo 3 HayKOBIIB
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OJHOYaCHO 3 poctoM abcomoTHuXx 3HadeHb TMII mnporsarom
CMHXPOHHUX Jpo06JieHb 6/1acTOMepiB 3apOfKiB BUABIAB 3aKOHOMIpHI
KONMBAHHA e/1eKTPOdi3ionoriyHnx XapaKTepUCTMK IUIa3MATHYHMUX
MeMOpaH 3 TIepiofioM, SKMil [JOpPIBHIOE TPUBAIOCTI OKpPeMOTro
KJIITUHHOTO LIUKITY.

Crnouatky nepioguusi xonmusanHs TMII ta BXigHOTO oOmOpY
(Rix), CHHXpOHHI IIpM IIepIIOMY Ta APYromy ApobieHHi 61acToMepis,
Oynu BusBIeHi Ha 3apopkax ami6iit (D.J. Woodward, 1965; 1968).
BcranoBneHo, mo Ao mosBu 60posHu apobnenHs TMII mocrymoso
3pocraB Bif -20 go -30 MB, a mOTiM 3HOBY 3HVDKYBaBCs, IPUYOMY Lie
MIOBTOPIOBA/IOCA B HACTYIHUX KIITMHHUX LUKIaX. PasoM 3 TuM R
sHipkyBanocs Bif 500 go 300 kOM, a IOTIM 3HOBY 3pOCTanO MalbKe [0
BUXIJHOTO PpiBHA Ilepel IIOSABOI0 HACTYIHOI OOpO3HM [pOOIeHHS.
KomuBanHsA 1ux mapaMmeTpiB MeMOpaH 3apofikiB »aby aBTOp
HaMaraBCs MOACHUTM TUM, IO HOBi KOHTaKkTHi MeMOpaHm
BifpisHAIOTbCA Bif BUAB/IEHMX BUCOKOIO IPOHMKHICTIO mng joHiB K.
3rifHO 3 po3paxyHKaMu IIOBepXHeBa MeMOpaHa SMIEKTITMHYU Mae
muromuit omip 32 kOM/cM® Ta piBHOBaXHMII IOTeHI{al y PO34MHi
Pinrepa 15 MB, a HOBOyTBOpeHa KOHTakTHa MeMOpaHa 6acTomepis,
AKI [inATbCA, MiCIA 3alUlifHEHHA AMUEKIITUHM XapaKTePU3YETbCA
3sHKeHUM omopom (0,95 kOM/cM?) Ta MigBUIEHMM IIOTEHIiaIOM
(-68). 3romom sHmwxenHs TMII Ta pict Ry micna ppobmenHs
6nacToMepiB BiH IOSCHIOBAB IIOSIBOI0 3HAYHOTO IOCTIZOBHOTO OIOPY
MDK KOHTaKTHMMM MeMOpaHaMu Ta 30BHILIHIM cepemoBHILEM
BHACJIiIOK 3BY)K€HHA MDKKIITMHHUX WinuH. IlikaBo, mio iHIi aBTOpM

(C. Slack et al, 1973) mna 3apopkiB mmopreBoi >abu #o crapii
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TPUALATU ABOX O/lacTOMepiB Mifj 4ac YTBOPEHHA KOXXHOI OOpO3HM
IpoO/MeHHA TaKOX Bif3Hauamy HaiBuimy uwyrmmsicte TMII  mo
MO3aK/IITMHHOI KOHIleHTpauii Kajito. Xo4a Mmicis MoYaTKy ApobieHb
6macromepis TMII cTae 3a/1e>KHUM Bifi CIiBBITHOILIEHHST KOHIIEHTPAIliil
Na*/K* (B.II. Bo>xkosa, JI.M. Yaitnmaxad, 1977).

Ab6comoTHi 3HayendHs TMII noBHICTIO BifNoOBimal0Th 10OHHUM
rpajieHTaM Ha ITa3MaTUIHKMX MeMOpaHax oouutiB Ta 3urot (L.F. Jaffe,
1977; 1980; 1999; 3.4. IBaunupKa Ta iH., 2007). Tak, Kamio B MOPChKiii
Bogi Mictutbesa 10 MM, a B AlLEKITITMHAX MOPCbKUX DXKakiB — 210 MM,
TOZi AK HATPil0 Ta X/IOPy B CepefOBUILi BifiIOBITHO B eB’ATb Ta CiM
pasiB Gimbuie, HDK y kiiTmHax. Ha MemOpanax sitnexmitua ami6ii
KOHIIEHTpallisl /OoHiB Kajilo craHoBuThb 103 MM, a HaTpito — 70 MM, 1o
Bignosinae TMII —63 MB npu inkyOyBanHi 06’ekra B posunHi Pinrepa
(G. Morril et al., 1971; G. Morril, D. Watson, 1966). Tako>x moBeeHO
(B.II. BoxkoBa, /.M. Yarinaxsau, 1977), mo He3pimi oouutn MicTATb
6araTo JfOHI30BaHOTO KaJIilo Ta Majo HaTpilo, a iXHA MeMOpaHa OiynbIu
IMPOHMKHA I Kajlifo. B mpoueci [o3piBaHHA B OOLNUTI HAKONINYYETbCA
HATpiil, OCHOBHA YacTMHAa SKOTO IEPEeXOAMUTb y 3B’S3aHMII CTaH. Y
3pimMx oOOLMTIB pi3KO 3MeHIleHa 3arajbHa JOHHA IPOHMKHICTD
MeM6paH. [Iprdomy 3 BTpaToio BuOipKOBOCTI MeMOpaH OOLMTIB IOKO
K* nmoB’sa3anmit movaTtkoBuit cuax pisaa TMII y 3pinux Ta roroBux o
3aIUIiJHEHHA ANLEKITUH, Tapaie/bHO 3i 3pOCTAaHHAM IIPOHMKHOCTI
MeM6OpaH ma TioHiB K', me mo mossu mepuroi 60po3HM mpo6eHHA
BinbyBaeTbcs i 36impmennsa TMIL

3HayHMit BK/IaJ y reHepyBaHHA Takux 3MiH TMII BHOCATD ioHN
K*, BmicT sAkmx y OnacromMepax CHOYaTKy IIBUJKO 3pOCTaeE, a

JOCATHYBIIM  MaKCUMa/IbHUX  3HA4Y€HD, 3A/INIIAETbCA IIpOTATOM
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meBHOro 4vacy Ha cramomy piBHi ([I.P. Dbepuramswm, 1974;
O.P. bBepuramswin, H.H. Porr, 1973). lle 36iraeTbcs 3i 3MiHOMWO
mitrornynoro imgexkcy (H.H. Porr, 1989) Ta akTuBamiero Maxpo-
Mornekynspuux cuHresiB B saapi (K.A. Kaduannu, A.A. Kocromaposa,
1978).

Y xoctucTux pub 36impuryerses Bmict K* 3a paxyHok nmepexony
JIOTO 3 >KOBTKa y O/IAaCTORMCK, NPUONMM3HO Yy TpU pasu, HO CTapil
OmacTynmn, 1m0 [OBENEHO Yy pasi BUKOPUCTAHHA METOAY IIONYM SHOI
dotomerpii (I.P. bepurtamsunu u ap., 1969; 1970; [I.P. Bepuramsuy,
H.H. Porr, 1973). Y ami6iit Bussneno, mo Bmict K' y xmitmnax
nocrivtauit (I.P. BepuramBunmm un gp., 1974). OxpiM TOro, BUCOKMI
piBeHb HaTpil0 Ha IIOYAaTKOBUX CTafliix PpO3BUTKY 3apOfKiB Yy
6]IaCTOMean, HaBmaky, crmagae. OpHak, #Oro KinbkicTe B pipmHi
6macrouernto nponopiiiiHo 3poctae (A.B. Kostellow, G.A. Morril, 1968;
G. Morril, D. Watson, 1966). PasoMm 3 TMM aKTMBHICTb I[bOTO KaTiOHa B
KriTnHax maipke He sMiHIoeTbed (C. Slack et al., 1973). Ha migcrasi nux
faHUX Oy/I0 3aIIpOIIOHOBAHO TillOTe3y, 1O B 0/1ACTOLEIb IIEPEXOAUTD
HATpiil, KNI Y HO3PiBal0YOMY OOLUTi HAKOIVYYBABCS y 3B A3aHOMY
BurAgi. GopMyBaHHS IeBHOI OCMOTMYHOCTI pifimHuM 61acTonenio €
aKTMBHIUM IIPOLIECOM i IIPOTiKa€e Ipu akTuBHIN poboti Na', K*'-AT®-
asu (C. Slack, A. Warner, 1973; C. Slack et al., 1973).

Orxe, Li pe3ynbTaTy CBifdaThb NpO Te, 110 CIiBBigHOLIEHHA
K*/Na* 3pocTae HpOTArOM pPaHHBOTO PO3BUTKY KOCTUCTUX pub Ta
ami6iit. [ToyaTKkoBa BenMYMHA L[bOTO CIHIBBiHOIIEHHS MOXe OyTu
pi3HOI0 B Pi3HMX BUJIB TBapuH, ajie O MOMEHTY CIIOBi/IbHEHHA TEMITY

NOA/IIB BOHO [OpIBHIOE [BOM. EKcCIepuMMeHTalbHO [OBENEHO
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(IO.P. bepuramBunu, 1974; 11.P. Bepuramsuau, H.H. Port, 1973), mwo
piBerb TMII BusB/Isi€ Hat6iNbIY YyTIMBICTD 10 3MiH KOHIjeHTpanii K*
Yy 3OBHIIIHBOMY CepefloBMIII 1 MalbKe He pearye Ha 3MiHu
KOHLeHTpauiit ioniB Na* ta Cl".

BBakaioTh, IO 3a/leXHIiCTh BMICTy JOHIB Yy 3apOJKOBUX
KJIITMHAX BiJ IXHbOI KOHLEHTpalii B CepefoBMILi IIifi 4ac PO3BUTKY
iCTOTHO 3MIiHIOETBHCS, a Ha CTafil HecCATOro—OAMHAMISATOrO IIOMiTiB
3apOAKY 3[aTHI MifTPUMMyBaTU CTaIMil piBeHb iOHIB y 6macToMmepax,
He3aJIeO)KHO Bifl IXHBOro BMICTy B cepefoBMIIi (3BMYAiHO, B
TOIYCTUMUX JJIA SKUTTERiAMbHOCTI KoHnenTpaniax) (H.H. Porr n gp.,
1978; Y. Salanki et al., 2000). 1li mani maroTb 3MOTy IOACHUTHU, YOMY,
IIOYMHAIOYM 3 JeB’sITOro mofiny y BioHa (AJ1. 3otun u fip., 1965) abo
Ha crafii mopymu y tpurona (S. Ito et al, 1974) piserr TMII maino
3a7IeXXUTh Bi 3MiH iOHHOrO ckiIasy cepepgosuina. OueBUAHO, IO AJIA
3apOfIKiB HeoOXifHWIT TeBHMII 4Yac g (GOpPMyBaHHSA aBTOHOMHOI
CUCTeMU KITMHHOTO MeMOPAaHHOTO eJIeKTpOTeHe3y 1 peryIroBaHHsA
BHYTPIIHbOK/IITMHHOIO JOHHOTO romMeocrasy. Lli mpoiuecu mocuthb
icroTHi A7 mMOYAaTKOBMX CcTafiit audepeHmjianii, sika B 61actomepax
HaCTae JIMIIe Mic/Id HaKONMYEeHHS MEBHOTO TPaHMYHOrO rpagieHtra K*
(H.H. PorTt u gp., 1978). Mo>/11BO, TOMY Ha CTafiii MOPY/I OCHOBHUMMI
Salanki Y., morenmnianrenepytounmu itonamu € K* ta Cl.

[Tligumenna pisaa TMII y paHHbOMY pO3BUTKY B’IOHa
Harafiye  3akoHoMipHi 3MmiHM Na', K'-AT®-asHoi  axTUBHOCTI
TOMOTEeHATiB 3apofiKiB BIOHA, 10 BUABMB bepitamsimni 3i cmiBabr.
(I.P. bepuramsumm, 1974; II.P. BepuramBumu u fp., 1974) y nepion

PAaHHbBOTO PpO3BUTKY. EKcrepuMeHTM 3 [OflaBaHHAM oOyabaiHy B
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sapopakax tputoHa (K. Ohara, 1988) ta B’rona (E.A. [oitma u mp., 1989)
IaI MOXK/IMBICTh BCTaHOBUTH, 1110 Na*, K*'-AT®-a3a 37iiicHIOE IEBHUI
BHECOK Y rimepmnojspusainiio MeMOpaHM IIifj dYac ApoOIeHHA. Y
¢isionorivHnx ymMoBax piBeHb IIOTeHIianmy 3MiHIOETbCS Big -20 fo
-60 MB, a mpm popmaBaHHI oyabaiHy BimOyBaeTbcsa [emoysApu3alis
MeMOpaHM, BeMYMHA AKOI 3a/IKNUTh Bifj CTafil pO3BUTKY 3apOjKiB.
BoHa € jocuTb 3HAYHOIO K BHECEeHHi iHribiTopa Ha crafil 4oTMpbHOX
a6o 32 6macToMepiB Ta He HepeBuilye 5 MB Ha crapii paHHbOI 6/1acTymm
(mocta romuna) (E.A. Toiima m pap., 1989). Na', K'-AT®d-asHa
aKTMBHICTb HM3bKa y HE3aIUIIJHEHI AMUEK/IITHHI, a /A 3aIUlifHEeHHA
IOCTYIIOBO 30i/MbIIYETbCA Ta 3a/lMIIAETbCA HAa OJNHOMY piBHI 110
BocbMOro mnoginy. He Bumagkose i CMHXpPOHHE 3pOCTaHHA LMX JBOX
mapameTpiB  MeMOpaHO3B’s3aHMX IIPOIleCiB, 5K 1 KOpPOTKOYacHe
sHibkeHHsA piBHA TMII Ta akTMBHOCTI HaTpieBoi moMIM micnA
3aBeplIeHHs (popMyBaHHS MOPY/H, TOOTO B KiHIi Iepiofy CMHXPOHHMX
fpo6eHb OmacToMepiB, MIA AKOTO XapaKTepHEe aKTUBYBAaHHSA HU3KM
MaKpOMOJIEKY/IAPHUX CUHTe3iB, IO IMOTPeOyIOTb HOCUTb BUCOKUX
eneprosarpar (H.[. Osepniok, 1985; B.C. Penun, 1980). Inmmmnu
focmigHMKamMy OylI0 BCTAaHOBJEHO, o akTuBHicTh Na®, K'-mommm
3MIHIOETbCA IIEPiOAUYHO IPOTATOM LUKIy: BOHA MaKCUMa/lbHa B
inrepasi, Ta MinimManpHa mip yac mitosy (E.A. Toiiga u fip., 1989).
BcraHoBIIeHO, [0 KOedillieHT eeKTPUYHOTO 3B’A3KYy Y Pi3HUX
TBapuH Mae nofibHy TeHpeHuito 3min (B.II. Boxxkosa m gap., 1973;
E.A. Toitga u mp., 1989). Voro Benu4MHa MOCTiiTHA 1O CHOMOTO IOy B
3apofKiB B'I0OHa, a fai 3MEHUIYETHCA 3 KOXKHMM HACTYIIHUM IIOZAiIOM i

Ha flecaToMy popiBHIOe 0,29 +0,09. 1li maHi cBig4arh mpo Te, IO HO
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CbOMOTO TOAITY 3apOfIOK MOJXKHa PpO3INIAfATH, 3 TOYKU 30py IOTO
€IeKTPUYHOI CTPYKTYPH, AK OfHY KIiTHMHY, PiBHY 3a 00'€MOM YChOMY
3apogky. Te, IO IOYaTKOBI CMHXPOHHI IOAIMM BOJORIIOTh BUCOKNM
KOe(il[iEHTOM e/IeKTPUYHOTO 3B’SA3KY, CBiYNTb IPO BiMbHMII OOMiH
ioHaMM Ta MOJIEKYZIaMJM 3 MOJIEKY/IIPHOIO Macoio He Gimbmre 1000 [Ta
(M.Bb. Bepxuubnur u ap., 1981). Ilpouec 3ame>xuTh Bifi aKTUBHOTO
bopMyBaHHA IIIIMHHUX KOHTAKTiB, 3aBIAKU AKNUM, SK 3ayBaXKye
boxkosa (B.I1. boxkosa, H.B. PozanoBa, 1998), 3aponok ¢ynkuionye
AK €OVIHNI KOMYHIKaL[ilHNI1 KOMIIAPTMEHT.

Anoncekumu pocmigaukamyu BusasneHo (T. Hirano, K. Taka-
hashi, 1987) rereporeHHicTb 3apofKOBOi MeMOpaHM Ha CTafil
npobnenHa. KamieBmit  BuxifHUii CTpyM  3apeecTpOBaHO  Ha
HoBoyTBOpeHiit MeMOpaHi (D.J. Woodward, 1965; 1968), a Ha iHmmnx
AUISTHKaX MeMOpaHy JOCTiKeHO BXiHUI IOHHUI CTPYM, 3yMOBJIEHMIA
BxomkeHHssM Na' Tta Ca’* rta Bmxomom ioniB ClI' (T. Shigemoto,
Y. Okada, 1996).

3anexuictp komuBawb TMII Big koHuentpanii Ca* y
cepemoBuLli mpocmigkoBaHo y poborax (E.A. Toiima, VI.P. MepnpiHa,
1985; VI.P. Menpina u fip., 1987). Y pasi 6paky itonis Ca*'y cepegoBuii
3MiHM piBHA IOTEHLia/ly aHAJOTi4Hi MO HOpMM, ajie Or0o KONVBaHHA
Ii7IKOM 3HUKaoTh. Haitbinem yyrmmsuM go BBy [Ca’'], € mepiox
iHTepdasy KITMHHOrO LMKy, KOMM aKTMBYIOTbCA MeTabosiuHi
Ipolecy i HaKONMYYIOTbCA CUHTE30BaHi PEUYOBUMHMU [/I1 4YEPTOBOTO
MITOTUYHOTO IOy K/IiTHH.

B ooumrapHiil mrasmatuuHiii MeMOpaHi HasgBHI momymALil
pisHUMX IOHHMX KaHasmiB, SIKi [OK/IAMHO OMMCAaHO B ormsAni Bebepa

(W.M. Weber, 1999). 3okpema Ije: HaTpiil Ce/leKTMBHi IOTeH-



20

niankepoBani, AT®-uyrmusi Ta amimopup-dyrimsi kamamy; Ca®'-
aKTMBOBaHI IIOTeHILia/IKepOBaHi Cl-xaHanu; Kamiil ceJIeKTUBHI KaHau,
IO XapakTepusyloTbcsa 4yTnusicTio go TEA (Terpaermnamoniio) Ta
Ba*, a takox K'-kanamy, o 6nokyworscsi TEA Ta HewyT/IuBi 10 110HIB
Ba**. Ocranui Bomopitors mposiguicTio 20 nCM, cepepHiit Yyac iXHbOI
aKTUBHOCTI cTaHoBUTDH 300 Mc. BoHM Majo9yT/IMBi JO MO3aKTiTMHHOTO
Ca’ Ta MalOTh CXOXIi XapakTepucTukyu #o K'-kaHamiB 3aTpumaHOro
punpsimnents (Y. Okamura, K. Takahashi, 1993). Bussmeno, mjo
rycruHa HatpieBux (K. Takahashi, Y. Okamura, 1998) Ta KanabLieBux
(M. Kozuka, K. Takahashi, 1982) xanamiB 3MeHIIy€eTbcA IPOTATOM
crapii mpoOneHHsA y 3apofkiB acumpiif, Tomi Ak ryctmHa K'-xanamis
3aTPMMAHOTO BMIIPSMJICHHA IIOCTYIIOBO 30iIBIIYeTbCA HO  CTapil
6mactymn (M.L. Block, W.J. Mody, 1987; S. Hagiwara et al., 1981;
S. Mitani, 1985; Y. Okamura, K. Takahashi, 1993). € noBigommeHHs
PO MOXX/IMBICTb aKTUBYBaHHs JIOHHUX IIOTOKIB y OOLMTAaX IIIIOPLEBOI
xabu piBaem AM® (E. Bodas et al., 2000).

Kpim TOro, 3 mepmmx moAiiB [poOneHHS Ha 3apoAKax
6araTbOX TBapUH [OBEfE€HO HASBHICTh HECENEeKTMBHMX KaTiOHHMX
KaHamiB - IimMHHMX KoHTakTiB (M.B. Bepxkmnbmur n gp., 1981;
B.II. boxxoa, H.B. PosanoBa, 1998). Llumm kaHamaMu MOXYTb
TPaHCIOPTYBaTMCA BENMKI MOHOBAJI€HTHI OpraHiyHi KaTioHM Ta
I7II0K03a. BcTaHOB/IEHO, 1[0 BOHM aKTMBYIOTHCA IIPU TilleproApusanii
MeMOpaHM, MalOTh OBIIbHY KiHEeTUKY aKTMBYBAaHHSA Ta Jy>Ke 3a/IeXKaTb
Bif temmneparypu (V.P. Bozhkova,1998; A. Revilla et al, 2000).

BBakaroTh, KOMM IX HeMa€, PO3BUTOK 3apofKa MITOPIeBOi >Kabu
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MPUIMHAETHCA MicsA BocbMukaiTuaHOI crapii (B.I1. boxkkosa, H.B. Po-
3aHOBa, 1998).

MexaHOYyT/IMBI Ma/JIOCEIEKTUBHI KaTiOHHI KaHa/lIu, 0 MOXYTb
aKTMBYBAaTUCS HATATOM, BUABJIEHO IiJi 4ac JOCIi/PKEHHA 3apOjKiB
acuupiit (W.J. Moody, M.M. Bosma, 1989), ami6iin (V. Taglietti,
M. Toselli, 1988) ta xoctuctux pu6 (E.A. Toitma, 1993; VI.P. MepsiHa,
E.A. Toitpa, ILJ. BpexxecroBckmii, 1988; I. Medina, P. Bregestovski,
1991). Im BracTuBa Taka BUGipKOBa MPOBiAHICTD:

K* > NH," > Cs* > Rb* > Na* > Li* > Ca*".

byno sampononoBano pBi Mopeni, IO NOACHIOIOTH MeXa-
HOYYT/IMBICTb KaHa/IiB: Iepma — 6ilrapoBa, 3a AKOK0 KaHAIM aKTH-
BYIOTbCSI HATATOM, IO BMHVKA€E BUKIIOYHO B JimigHOMYy Oimrapi, a 3a
OpYrol — KaHajl aKTUBYETbCA HATATOM, IO PO3BUBAETbCA 30B-
HIITHBOK/TITUHHO a00 LIMTOCKEJIETHUMM CTPYKTYpaMy, 3 €[HAHUMU 3
ka"HanbHuM 6inkom (C.E. Morris, 1990). Ane 0CTaTOYHO MeXaHi3M
ixHporo QYHKI[iOHYBaHHA ILie He 3’scoBaHO. Ha choropHiuHiil meHb
aKTUMBHO JIOCTI/PKYIOTh MeXaHi3M (DyHKI[iOHyBaHHA MeXaHOYYT/IMBIX
kanamiB (Z. Gil et al, 2001; CX. Gu et al, 2001; O.P. Hamill,
B. Martinac, 2001; R. Maroto, O.P. Hamill, 2001; T.Y. Nakamura et al.,
2001; Y. Zhang et al., 2000; Y. Zhang, O.P. Hamill, 2000, 2001). Tax,
Menuna Ta bBpexecroBcbkuit (1991) BBakawTh, IO AKTUBHICTD
MeXaHOUYYTIMBUX KaHaliB Mo)Ke perymoBaTuca ULAM®-3ane>xHum
¢docpopumoannam (I. Medina, P. Bregestovski, 1991). IlikaBum €
noBigomieHHs: Bebepa (W.M. Weber, 1999) npo 3gaTHICTb IIMX KaHaTiB
IO CaMOBIIBHOTO BigKpWUTTSA 6e3 [OIOMOTrM 30BHILIHIX (akKTopiB.
HesBakaroun Ha Te, W10 BiKpUTTSA KaHa/iB 6yno CIIOHTAaHHMM, BOHO

3ajIeXKaio TaKoX Bifi Temnepatypu Ta TMIL.
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MepuHa 3i cniBabr. (I. Medina, P. Bregestovski, 1991) crexxaun
3a 3apOofIKaMy B’IOHA, BCTAHOBM/IM, IO [eNOJspuU3alis MeMOpaHu B
vyaci 30iraerbcs 3i 36imbIIeHHAM iMOBIPHOCTI 3HAXOMKEHHA Y
BiJKPUTOMY CTaHi M€XaHOYYT/IMBMX KaHaliB, a Tilleprnonsgpusanisa —
HaBIaKu. ABTOpMU NPUITYCKAIOTh, WO LIi KaHanu 3 mpoBigHicTio 70 nCM
MOXYTb 3[i/ICHIOBaTM OCHOBHMII BHECOK Yy T€HEpyBaHHA [JUHAMIiKI
TpaHCMeMOpaHHOTO IIOTEHIIiany B 3apoAKiB B’IOHa, xoda Xemern 3i
cmiBaBr. (O.P. Hamill, B. Martinac, 2001) BcTaHOBWIN, 10 iHri6yBaHHA
MeXaHOYyT/mBUX KaHamB Gd,>" aminopuaoM, rentamiuHOM He Masio
CYTTEBOTO BIUIMBY Ha 3aIUIIHEHHS Ta eMOpioreHes IIIOPLEBOI XKaOu.
Ha mifgcTaBi UMx fAaHMX aBTOpM IPUIIIIM O BUCHOBKY, IO W [eAKi
iHIIi MeXaHi3MM MOXXYTb KOMIIEHCYBaTV aKTMBHICTb I[MX KaHaJiB, abo
KaHa/IM SKUMCh YMHOM CTAlIOTh HEUYT/IMBUMM JI0 Aii 6/10KaTOpiB. Jesaki
mocniguuku (A.A. Bepenunos, V.M. MapaxoBa, 1986) BBa>KaroTb, 110 1ii
KaHa/I/M BUKOHYIOTb QYHKIIIO peryisaropa OCMOTUYHOTO TUCKY. [IpoTe
BCTAHOBJIEHO, IO MeMOpaHHMIT TIOTeHLjjan, iOHM Kajblilo Ta
OCMOTMYHi 3MiHM He aKTUBYIOTb MexaHouyTnmBi kKaHamm (Y. Zhang,
O.P. Hamill, 2001).

Otxe, meBHa ydyacTb y MexaHismi 3min TMII Hanexutb
B3a€EMO3YMOBJICHVM 3MiHaM 10OHHUX Tpaji€HTiB, aKTMBHOIO Ta
CIPsDKEHOTO JIOHHOTO TPaHCIOPTYBaHHA, KaHa/JIbHOI NPOBiJHOCTI, AKY
3abesmeuye pisHuit Habip iOHHMX KaHa/IiB. BHeCOK Y Iii 3MiHU TOJIOBHO
llofjae KalieBa MPOBifHICTD II1asMaTnyHOi MeMOpanu 61acroMepiB. Ha
OCHOBI CHCTEMHOIO HifIXOJYy Ta BiJOMMX Ki/JIbKiCHUX CIiBBifIHOLIEHb
MDK Oioe/IeKTpMYHMMM HapaMeTpaMy IUIa3MaTM4HOI MeMOpaHu, 1o

ONCYIOTh 3aKOHOMIPHOCTi 3B’A3Ky MK IOKasHMKaMIM KITiTMHHOTO
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Oioe/eKTporeHesy, 3aIIpOIIOHOBAHO MOJIe/Ib IMHAMIKM 6i0eTeKTpUIHUX
npoueciB y paHHboMy emOpioreHesi tBapun (E.A. Tloiima, P.A. Ty-

menkuit, 1995; O.A. T'oitma Ta in., 1998).

1.2. 3miHu meTaboAiuHux
NpoyeciB Ha PaHHiX cTagisix
embpioHaALHO20 PO3BUTKY

TBapuH

Ha cporopuimmmiit meHp BimoMo 6arato
rinoTe3 CTOCOBHO MeXaHi3MiB, SKi 3a6e3neqy10Tb OUKJTIYHICTD ABUII Ha
piBHi kniTvHu. Hait6inbiu BiporigHo i nepiofy fpo6ieHHs paHiire
BBaka/mm rinoresy Kaypmana (S. Kaufman, J.J. Wille, 1975). 3riguo 3
HE IIpoLecu KITMHHOIO IOATy KOHTPOIIITbCA HENiHITHUM
OCLIM/IATOPOM i3 TPaHMYHMM LUKIIOM, AKUI Ha MOJIEKYIAPHOMY piBHi
Moxe OyTy peastisoBaHuii 610XiMiYHNM LIMK/IOM 31 3BOPOTHUM 3B'SI3KOM
4J1 aBTOKATAiTUYHUMI KOOIIEpAaTMBHIMM IIPOLieCaMI.

[IutaHHs mnpo MexaHi3M “6i0/IOTiYHOTO TOAVHHMKA® Ha
IIOYAaTKOBMX eTallaX PO3BUTKY 3apOAKiB MOBTUil yac O6y10 IpefMeToM
pocnimpkennsa pisHux Buenux (H.H. Potrt, 1984; S. Busenberg, B. Tang,
1994; LN. Edmunds, 1981; A. Shinagawa, 1983; G. Sliider, D.A. Begg,
1983). Kpim Toro, sx Mm BXe 3a3Hayamy pauine, 30epe>KeHHs
PUTMIYHMX NPOLIECIB IPY NPUTHIYEHHI NOAIIB HABOAW/IO NOCTITHUKIB
Ha JyMKy, WO IPOBifHI 3ac001 LIbOTO MEXaHi3My Cijf IIyKaTu y
Ipolecax, AKi nepe6iraloTb y IUTOIIa3Mi.

OpHNUM 3 TaKuX IpoOIeciB KOHTPOJIIO MoXe OyTn rmikonis. Tak,

Minsman Ta Oposuupknit (JI.C. Munbman, 10.I. FOposuikmit, 1973;
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FO.T. FOpoBuikmit, 1999) Ha 3apopkax B’ 1oHa JOBETN, 1[0 /I PAHHBOTO
eMOpioreHe3y XapaKTepHWJI iHTEHCMBHUII IJiKOT€HON3: Bifj Apyroi-
TPeTbOI TOAVHY IiC/A 3aIl/IiIHEHHA ANLEKTITUHY IBUKICTD ITiKOMi3y
IIOCTYIIOBO 3POCTAE, A 0 AECATOI TOAVHYU PO3BUTKY 301/IbIIYETBCA Y iBA
pasu. KpiMm TOro, AOCTiFHMKM BCTAaHOBWIM, IO EH3MMATUYIHUI
npodine aHaepoOHOro ITIKOM3y y Ieil 4Yac € TIIOCTiiHMM, aje
301/IbIIIEHHsI JIOTO LIBUJKOCTI CYIPOBO/KYETHCS KOOPAVHOBAHUM
3HIDKEHHAM aKTMBHOCTI KIIOYOBUX (PepMEHTIB ITIOKOHeOTreHe3y, fAKi
IIpaKTMYHO JIOKa/Ti30BaHi juile B ILUTOIIa3Mi >KOBTKa. [leTanmbHO
JOCTIIKYIOUM MeXaHi3M peTyTOBaHHA BYIJIEBOJHEBOIO OOMiHY Y
paHHbOMY eMOpioreHesi B’I0OHA, BOHM 3’ACyBalIM, IO IJKOM3 He
KOHTPOJIIOETBCA OKPEMOIO peakIlielo ab0 OKpeMMM KOHTPOJIbHUM
M€XaHi3MOM: B JIOTO OCHOBY 3aK/ajieHi IIPOLECU aBTOPEryIIOBaHHA 3
HeraTVBHYMM 3BOPOTHVIMM 3B SI3KaMI.

Bueni CenbkoB (E.E. Cenbkos, 1971; 1978), T'ecc (B. Hess,
1979) Tta Dbyato (A.Boiteaux, 1982a) pmocmimkyounm KOMMBaHHA
iHTeHCMBHOCTI €HepreTM4YHOro MeTabosisMy fAK BOAiA PUTMY IHIINX
KONMBHUX IIPOLECIB Y KIIITMHI, BUABWIN, IO XOYa IIEPiOfi KONMBaHb
MeTabomiTiB ITiKo/m3y AocuTh KopoTkmit (1-15 XB), HaABHICTB Yy
kmituHi  6ydepHmx cucrem (ITKOTeHy Ta IIOMIITIOKO3YM) MOXKe
361/1bIIyBaTy IOTO 1O BE/IVYNH, CHIBpO3MIipHUX i3 TpMUBaicTIO epiony
KJIITMHHOTO TOAVHHUMKA: yAbTpafiaHHOTO, LMPKAJHOTO UM K
inppapiannoro. Inuii aBropu 3ayBaxmmu (Das, H.G. Busse, 1985), mjo
nepiof ITIIKOMITHYHNX KOMMBaHb MOXKe OyTy 36inpuennit Big 20 XB o
TOEKiIbKOX TOAMH, OCKI/IbKM BiH 3a/lexuTb Bif pH,, KoHIeHTpamil

¢docdaris, pepMeHTIB I71iKOMI3y Ta TeMIlepaTypu.
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BukopucroBywouy MeTOJ, HellepepBHOro IonsporpadivHoro
PEECTPYBAaHHSA IPOTATOM YCbOTO Iepiofly fpobJieHHs 3apOoAKiB B'IOHA,
Toitma 3i cmiBp. (E.A. Toiima, 1993), BCcTaHOBM/IM, IO LIBUAKOCTI
IOI/IHAHHS KVCHIO B/IaCTMBA KOJIMBHA AMHaMiKa Ha (OHi HE3HAYHOTO
3POCTAaHHA 3arajJbHMX ii 3MiH. PiBeHb IMOKa3HMKA 3MIiHIOETHCA B MeXax
Bix 0,8 o 1,6 H1 O, Ha 3apoOJOK Bij IEPLIOTO MOAITY JpOOIeHHS [0
HOYaTKy O/1acTynALii, YacToTa KOJMBAaHb BifIIOBiZa€ TPUBAIOCTI
mopiniB mpu 21 C. H.J. Osepuiok (H.[. Osepniok, 1985), mocmiz-
XKYIOUM IPOIeCH eHEepreTMYHOro oOMiHy B paHHbOMY eMOpioreHesi
pub, 3a3HAYMB, IO IIOYATOK MiACWIEHHS IIBUAKOCTI [UXaHHs
BifbyBaeTbCA MiIe Ha CTafii 671acTy/M Ta IMOCUTIOETCS Ha HACTYITHNUX
eTallax pO3BUTKY 3apopkiB. lle came XapakTepHO i [ 3apojKiB
ami6iit (L. Rapkine, 1931). BueHnit Tako>XX HABOAUTD [aHi PO Te, 1[0
BIlepIlle IVKIiYHi 3MiHM IIBUJKOCTI [UXaHHA OyIM BCTaHOBJIEHI Yy
1955 p. 3eilxeHOM Ha 3apofikax ronkomkipux ta ami6iin (H.I. Osep-
HIOK, 1985).

I'enepaTopoM KONMMBHMX IpOLleCiB Yy paHHIX IOfiNax TBapMH
MoOXke OyTM MeTaboyi3M TiOJiB, OCKIIBKM BiH TAaKOXX HATEXKUTb HO
yycna aBrokonuBHux mporeciB (E.E. Cenbkos, 1978). JI. PankiH cTaB
MeplIMM, XTO BUABUB LMKIIYHI 3MiHM BMmicTy SH-rpym y mnepiof
npobnenHss Mopcbkux DkakiB (Y. Mano, 1968). Iuui mocmigHuku
BCTAaHOBWIM YaCOBUI 3B’A30K MDK KIITMHHMMM IIMK/IAMM Ta 3MiHaMu
BMICTy CynbrifpmnibHUX TPYII, a TAKOX 3a/€XXHICTh IOJIIB Bif LMX
mukiaiB (H. Sakai, K. Dan, 1959). IlisHimle AMOHCHKI BOCHITHMKM Ha
3apofiKaX MOPCHKUX DKAKiB [JOBeM 3B’SI30K MK TiOMOBUM LIMK/IOM Ta

MIBUJIKICTIO CUHTe3Y 6i/IKa, epiofiuHi KOMMBAaHHSA SIKOI BOHY BUABIIN
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BIIepIlle: MAaKCUMYM IIpunajae Ha nmpometadasy-meradasy, a MiHIMyM —
Ha aHa,-Teffodasy Mitody (Y. Mano, 1968). o peui, Cenbkos
(E.E. CenbkoB, 1978), mpoaHaisyBaBIIy KiHETUKY OiOXiMIYHMX cHCTeM,
110 KOHTPOJIITh PiBeHb HM3bKOMOJIEKYIAPHUX TIiONIB y LIUTOIUIA3MI
KJIiTVH, IPUIIIOB JJO BUCHOBKY, IO 3a IIEBHUX YMOB IIA CUCTEMa Ma€
TEKi/IbKa a/lbTepHAaTMBHUX CTallilOHApPHUX CTaHiB, YacTUHI 3 AKUX
BNIaCTMBUI aBTOKONMMBHMII XapakTep. 3JMiHa CTalliOHapHUX CTaHIB
MOXe CIPUYMHATY 3Ha4yHy IepeOymoBy ¢isiomoriunoro pexumy
KUTTENIANDHOCTI  KMTMHM — 3MiHy PUTMIB KIiTMHHOIO TOAiNYy,
iHTeHCMBHOCTI TIPOBIJHMX JaHOK MeTabo/li3My, B3aEMOfil KIITUHU
OJIHa 3 OJTHOIO.

Bigomo, 1mo TionoBi rpynM  HajmeXaTb O  4MUCIa
HallBOX/MMBIINX QYHKI[iOHAIPHMX Tpym OinkiB, 6arato 3 AKMX
BiTHOCATH [0 (pepMeHTATUBHUX CUCTeM. Y 6araTboxX BUIIAKaX TiOMOBI
TPymM BXOAATh 6Oe3locepeHbO [0 CKIady aKTUBHUX IEHTPIiB
dbepMeHTiB, mNpsAMO BM3HAYAIOYM IXHI KaTamiTUYHI BIIACTUBOCTI.
3po3yMiNnMM CTa€ Te, WO PerylT0BaHHA OiBLIOCTI IpoleciB mif dac
Ipo6/eHHs 61acTOMepiB  3apOAKIB  3[iICHIOETBCS  TiONBMiCHUMMU
6inKamMM, AKi aKTUBYIOTbCA MEPiOAMYHO 3i 30i/MbIIEHHAM BMICTy B HUX
SH-rpyn, Hanpukiaag, mpouec 30MpaHHS MITOTMYHOTO —amapary
(Y. Okazaki et al, 1973), akmusyBamusa Ca*, Mg "-AT®-asn,
HepiofMyHi KONMMBAHHA AKOI 3 MaKCMMyMOM Yy MeTadasi BUABIEHO
I[TersenpTom y 1972 p. (C. Petzelt, 1972), Ta inmi npouecu (H.H. Porr,
1987).

BHyTpimHboKIiTMHHNIT NOKa3HMK KoHLeHTpanii H* (pH,) €

perynaTopoM 0araTbOX IpOLeCiB, HANpUKIak, QepMeHTaTUBHOI
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aKTMBHOCTI, TTOAITy KIIITMH, MEMOPaHHOTO TPAHCIOPTYBAaHHS, CUHTE3y
6inka, B3aeMo3B’a3KiB kiituHy 3 kiaituHono (W.F. Boron, 1986). Bin
TakoXX Oepe y4acTb B aKTUBYBaHHI 3aIUTiTHEHHS MOPCBKUX DKakiB
(F. Dube, D. Epel, 1985; ].D. Johnson et al., 1976) i mmopiieBoi >xabu
(N. Grandin, M. Charbonneau, 1990). Ocumnanito pH, y mnepiog
mpobieHHs BCTAHOBJIEHO /IS 3apofKiB mmopuesoi >kadbu (N. Grandin,
M. Charbonneau, 1990), mopcpkux ixakiB (B.Il. Boxkosa, 1991),
B'oHa (E.A. Toipga, 1993). Omxe, 1i 3MiHM TakoX MOXYTb OyTH
iHTerpa/IbHMM  KOMIIOHEHTOM OCLWIATOpa KIiTMHHOTO  LIMKIIY.
EkcriepuMeHTaIbHO [OBeAeHO, o crabimisyBaHHsa pH, y embpionax
mopcpkux DkakiB (B.IT. BoxxkoBa m mp., 1987; S.S. Shen, R.A. Stein-
hardt, 1978), mmopuesoi »xabu (D.W. Towle et al., 1991), xom’sikiB
(M. Lane et al., 1998) mo>e BinbyBaTucs 3a paxyHOK QyHKI[iOHYBaHH:A
Na'/H*- obminnmuka. Ilig uac pgpobneHHs emOpioHiB mioguanm (2-
8 KITMH) BUABIEHO MOXI/IMBICTH perymoBaHHA 3MiH pH, pBoMa
nporugitounmu Mexaismamu: HCO?/Cl'- antunoprepom ta Na'/H'-
oominuukom (K.P. Phillips et al., 2000). Ilpore Ha 3apogkax B’ioHa
ydactb Na'/H'-o6Miny B perymosanHi smiH pH, He miprBepammach
(E.A. T'otima, 1993). ABTOp mpuIrycKae 3anexxHicTb 3MiH pH, Bif cTany
PEMOKC-CUCTEM Ta AKTUMBHOCTI METri[poreHas Ha OCHOBi TOro, WO 3i
30i1blIeHHAM IHTerpajIbHOTO iHJEKCYy aKTMBHOCTI JerifporeHas
3HIDKY€ETbCA pH, Y KOXKHOMY KIITMHHOMY UMK/, @ IIPY JIOTO 3HVDKEHHI
HaBIIaK! — 3a/Ty>KHIOETbCA LIUTO30]Ib.

Ha cporogui Haiibinpm BiloMMM YHiBepcaJbHMM BHYT-
PIIIHBOKIIITUHHUM PEryATOPOM KIITMHHUX LVK/IiB BBaKaoTb MIID-

cucreMy — ¢axkTop mporpecii MiTo3y, — AKUI CKIQJJA€ETBCA 3 TAKUX
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6iTKOBUX KOMIIOHEHTIB, K IMK/iH, IMKIIH-3a/eXHI KiHasy Ta idmi
perynaTopHi ¢akropu, mos’ssaHi 3 Hmmu (JL.B. Mapromuc, 1970;
U. Deppe et al.,, 1978; D.N. Drechsel et al., 1997; M.N. Obeyesekere et
al.,1992). bBinku-uukniHu Oyl1o HasBaHO TaK depe3 Te, IO iXHA
BHYTPIIIHbOK/IITMHHA KOHUEHTpalid Iepiogu4YHO 3MIHIOETbCA IIpU
IIPOXO/PKEHHI 4epe3 KIITUMHHMI LMKJI, 30KpeMa, B paHHbOMY
eMmOpioreHe3i TBapMH. AKTMBHICTD IMK/TiH-3a/Ie)KHOI KiHa3yu BU3-
HAvaloTh 32 JIeKi/IbKOMa PeryIATOpHUMY (epMeHTaMM! Ta PiBHEM IIMK-
MiHYy, AKWUII MaKCUMAJbHMII IIepel Ta IPOTATOM MiTO3y, 1 HIBUJKO
3MeHIIyeTbcsa npy Buxopi 3 mitody (D.N. Drechsel et al, 1997,
C.A. Swanson et al., 1997). AktuBHa popma MIID cripusie BXOIKEeHHIO
KITTHH y Meradasy, OTXKe, iHJYKy€e Aajiblli IMpOLeCH: PYIHYBaHH:
AgepHOl O0ONOHKY, KOHJEHCAIil0 XPOMOCOM, YTBOpPEHH:/po3maj
MmiToTnyHoro BepereHa. Ilicna Temodasu, xonm axkrtuBHicte MIID
3HIDKYETBCS, BiflOyBa€TbCsl IUTOKiHe3. 3allpOIIOHOBAaHO pisHi Moperi
PeryIoBaHHA KIITMHHOTO LVIKITY y Iepiof; ApoOJIeHHA, B OCHOBY AKUX
IIOK/IafleHO aBTOKaTamiTuyHi nmponecu peanizanii pii MII® - cucremn
(S. Busenberg, B. Tang, 1994; M.N. Obeyesekere et al.,1992).

Y mnepion fpobieHHs 3UrOTM BUSAB/IEHO, IO B 6GracToMepax
GbYHKI[iOHYIOTD Taki X Oioperynsatopu, sKi iHAYKYIOTb MITOTMYHMIL
nogin gudepenniiosanux kiitux (B. Lewin, 1990; J. Maller, 1990). Lle
pisHi mominmentuzaHi QakTopm poCcTy, MOCTIIKEHHIO Y4acTi SKUX Yy
perymoBanHi mnpomidepanil i pudepeHmianii KITMH HTPUCBAYEHO
6arato mpanp (C.J. Kycens, P.C. Croiika, 1985). IlinTBepmkxeHHAM
LbOMY € JaHi NpO HAasABHICTb B AMLEKIITMHAX i 3apOjKax TBAapMH i

MOAVHM Takux nominentupHux ¢axropi pocry (C.M. Kycens,
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P.C. Croiika, 1985; P.C. Croiika, C.J. Kycens, 1988; P.C. Cro’ika u zip,
1987; A.A. ®unb4eHKOB 1 Ap., 1994): iMyHOpeaKTMBHOTO iHCY/liHy B
sarexaitnnax pu6 (VL.E. Cyxopckas n gp., 1983), am¢i6inn (H.A. Ca-
MoukyHa, 1978) i ntaxiB (De Pablo F. et al., 1982), incyninonozni6xoro
daxropa pocty I (I®P I) B x0BTKY Kypsauux seup (L. Scavo et al., 1989),
IOP II B em6pionax mypiB (S.0. Adams et al, 1983) i moguun
(E.R. Froesch et al., 1985), enigepmanbnoro ¢akropa pocry (EDP) y
Kypsdomy eM6pioHi (S. Mesiano et al., 1985), EOP-nofi6bHOI peyoBuHM
B 3apofikax MopcbKux DkakiB (O. Yang et al., 1989), Tpancdopmyrodoro
¢daxTopa pocry o (TOP o) ra TOP B y saponkiB rpusyHiB i moguun
(D. Lee et al.,, 1985; A. Rizzino, 1985; D. Twardzik, 1985), dakropa
pocry ¢ibpobnacris i TOP B y sapopkis B’rona (A.4. Pegymmn u fp.,
1990; M. A. SIxumoBud u fp., 1992) Ta mmopueoi xabu (D. Kimelman,
Kirschner., 1987).

[MoninentupHi ¢akTOpyM POCTy pPEryIATOPHO BIUIMBAOTH 32
PaxyHOK ayTOKPMHHOTO 4l IIApaKpMHHOTO MeXaHi3MiB, B3aeMopiroun 3i
crienuiyHMMIU pellenTopaMy IUIa3MaTMyHOI MeMOpanu. JloBeneHO
HasABHICTD crenu@ivHuX pelenTopiB y eMOpioHa/IbHUX MeMOpaHax Ta
ANUEKIITUHAX Pi3HMX TBapMH [O THUX YM IHIIMX MOMNENTUIHUX
(dakTOpiB pOCTY, KiMBKICTb AKMX iHKOMN € OiNbIIO0, HDX y TKaHMHAX
TBapUMH Yy TIIOCTHaTaibHOMy miepioni onTorenesy (C.JI. Kycens,
P.C. Croiika, 1985). 30okpeMa, Ha 3apofikax B’IOHA BIIepllle BYABVIN
pereniTopy, mo creungivno 38’a3ylote TOP B (P.C. Croiika n gp.,
1993). Ilocumaroumch Ha BiJOMOCTi IO IIMPOKY PO3MOBCIOIXKEHICTb
T®P B Ta jtoro penentopis y TkaHmMHax ccaBliB, CToJiKa 3i cIiBaBT.

(P.C. Croiika u gp., 1993) 3a3HaumnmM yHiBepcalbHY pOJIb LbOTO
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(akTOpa B PEryIATOPHUX CUCTEMAX, SKi PYHKIIIOHYIOTh Ha BCiX eTamax
onroreHesy tBapuH. T®P [ (P.H. Howe et al, 1991) Bonopie
perynsaTtopunM BIUIMBOM Ha p34°?  (cepmu/TpeoHincrenudiuny
npoteinkinasy) (B. Lewin, 1990), ska Bxoputb fo MII®-cucremn Ta
Biflirpae HeabWsKy poO/b y Ipoliecax peryroBaHHs KIITUHHOTO IVIKITY.
ITepiogmuHicTh y 3MiHaxX ii aKTMBHOCTiI MPOTATOM KIITMHHOTO LIMKITY
3abesmeuye 6inok HuKIiH (A.A. Punb4eHKOB 1 Ap., 1994).

Orxe, faHi JocmigkeHb 3acBif4yIOTb AYMKY IIpO Te, IO
nepiognyHi 3MiHM 6i0eeKTpMYHMX IIpolLeciB y mepiof Apo6IeHHA
3apOfIKiB TBAapMH TICHO CIpsDKeHI 3 MeMOpaHHMMU HpOIlecaMmyu Ta
mpolecamy, 0 Bifl0yBalOTbCA y LUTOIUIa3Mi Ta MAalOTb BIACTUBOCTI

ABTOKOJ/IMBHUX CUCTEM.

1.3. 3mMiHu KOHUeHTpauii
BTOPUHHUX NOCEepegHuUKiB

Ta megiaTopiB y paHHix
emOpioHaAbLHUX WUKAAX 3apOgKiB

TBapuH

OcobnmmBoi  yBaru, sAK IpoBigHI 3acobu

“6iosorivyHOrO roAMHHMKA”, 3acayroByoTh ioHm Ca’, nAM® Ta

OioreHHi MOHOaMiHWM, fK peryasaTopHi ¢axkTopy, 10 3#aTHI

3abesmeyyBaTy  B3Aa€EMO3B'SA3KM MDK — pI3HUMHN  IepiOAVYHUMMU
nporecamy a6o X 6yTu eleMeHTaMy aBTOKOIBHOI CUCTEMIL.

30KpeMa, TOIOBHY PO/Ib y IPOLiecax paHHbOrO eMbOpioreHesy

6inpmicte  gochmimHMKiIB  Hagmae itoHam Ca?', 4Kk  Haibinbl

YHiBEpCaIbHOMY IIOCEpeIHMKY IIpM IIepelaHHi CHUTHalIiB 4epes
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iHo3uTONMBPHMIT UMKA Ta iHum perynsaTtopHi cucremu ([I. JleBuikmii,
1990; P. Charp, G. Whitson, 1980; G. Dupont, A. Golbeter, 1993;
L. Rebhun, 1976; T. Rink et al., 1980; F. Supritiowicz, D. Muzia, 1985;
C.Swanson et al, 1997). KonuBaHHSA BHYTPIlIHBOK/IITMHHOI
KOHeHTpauii ioHiB Ca** BusBIeHO Ha II0YaTKOBOMY  €Talli
em6Opiorenesy mopcbkux DkakiB (F.A. Supritiowicz, D. Muzia, 1985),
mnopiieBoi >kabu Ta in. (P. Charp, G. Whitson, 1980; L. Rebhun, 1976;
T. Rink et al., 1980) wacrora AKOro BifllOBiZama TpMBAIOCTI MOAINIB y
Iux TBapuH. TakoXX y 3apojkiB B’I0OHa BCTAHOBJIEHO KOJIVBAHHA
KOHIeHTpauii itonizoBaHoro Ca** Yy LIMTO30/IbHOMY TOMOT€HATi, BUMipu
AKOI MPOBOAWIM NPOTATOM ycboro mnepiogy apo6nenns (E.A. Toiina,
1993; VI.P. Menuua u zip., 1987). Ilpu 6/10KyBaHHi IOAINIB KOMXIIVHOM
kommBanHs [Ca*], y sapopkiB mimopueBoi skabu 36epiraroTbcs Ta
BifOyBalOTbcs 3a IOAIOHOI [O HOPMM BEINYMHOKI 71 YacTOTOIO
(S. Kaufman, J.J. Wille, 1975). Kaydman 3 cmiBaBr. (Kaufman S.,
Wille J.J., 1975) mpumyckaioTh HasBHICTH 3B’s13Ky KonmBaub [Ca’'], 3
IHIIMMY NepioAMYHMMM IIpolLiecaMM, 30KpeMa, — Y NepeJjaHHi CUTHaIiB
1o pHy, MII®-crcremu a6o 10 IOBEpXHEBUX XBU/Ib CKOPOYEHHSL.

B ornani Boxkosoi (B.Il. boxxkosa, 1986) mpoaHanmizoBaHO
4acOBY IOCTiIOBHICTb 3MiH BHYTPIIIHbOK/IITMHHOI KOHIIEHTpallil JIOHiB
Ca’* ta pH, mig vac samrigHeHHS SIMLEKTITVHY Ta IPY Pi3HUX THUIAX
CTUMY/TIOBaHHS PO3MHO)KEHHS KITHMH. i XapaKTepusylTbh IOYaTKOBi
KOPOTKOYACHi 36i/IbliIeHHsI KOHI[eHTpalii itoniB Ca’" y yurommasmi ta
spocranns pH, na 0,2-0,3 ogununi. ABTOp 3ayBaXKye yHiBepCa/lbHICTh
IUX 3MiH IIpU pi3HMX yMOBax CTMMY/IIOBaHHA mpoiidepanii Ta y

mpoueci 3amligHeHHd, a TaKoXX Ha OCHOBI IIpoaHani30BaHMUX
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pe3yNbTaTiB IXHbOI AMHAMIKM, IIPUITYCKA€ He3aleXHicTh 3MiH pH, Bin
3min KoHneHTpanii Ca*'.

Voun Ca*" BBaXKAOTh BHYTPIlIHBOK/IITMHHUM MOCEPEHUKOM,
SKUI CIIpUS€ aKTMBYBAaHHIO pi3HOMaHITHMX nponeci (A. bonppipes,
1987; B. 3uma, O. [Isg4ok, 2000; M. KneBeus Ta iH., 1998; 1. JleBuLiKmit,
1990; B. Maunbko, O. Jlapuna, M.10. Kneseup, 2001). 30kpema, Biomo,
mo 3Mminu [Ca’'], OepyTb ydYacTh y 3aIlyCKy MpOLeCiB Mmif dYac
samnifHenna (B.I1. Boxxosa, 1986; 1.0O. JleBuikmit, 1990), inribyBaHHi
[EePeKNCHOTO OKMCHeHHs mimifiB mpu migsumensi [Ca*'], (1.0, My-
KaJIoB 1 7p., 1984; A.B. TapHoBckas, [I.V1. Canarypcknii, 2001; 2002), a
3HIDKEHHA JI0TO  KOHIIeHTpalii 3abesredye yMOBM  30MpaHHA
mitoTnynoro anapaty (L.L. Rebhun, 1976; T. Sawai, 1979). Tak, Caseit
(Sawai T., 1979), mepecagmBuiM Ha siflle, IO He POOUTHCS,
CYOKOPTMKAIbHMII KOMIIOHEHT OOpO3HM 3apojKa, IO ApPOOMUThLCH,
criocrepiraB yTBOpeHHs 60po3Hu. BiH mpumyckae, 1o e MOX/IMBO
mumie 3a HasBHocTi JtoHiB Ca® y cepegoBuumii. Pyx xpomocom
omocepenkoBaHuit akTuByBaHHAM Ca** numHeinmopi6noi AT®-asu
(J. Hisanaga, M. Sakai, 1983; Y. Okazaki et al., 1973). Ca** aktuye
HAJl-xinasy (D.B. Epel, 1980; T. Yamuuchi, H. Fujisuwa, 1981),
COPUYMHAKYY 3PYIIEHHA TiONiB y BiJHOBJIEHY CTOPOHY 1 Yy Takui
croci6 Moke 3MIiHMTU BBeCh JIAHIIIOT PeaKIlilf, y AKX BOHM 0epyThb
ydactb. [Ipunyckaiors, mo akrtusHicts Ca*t, Mg* - AT®-a3u 3aneXxnTb
Bifl OKMCHIOBaHHA i BiffHOBNEHHs CynbrifpmipHux rpym. Yepes pis-
HOMaHiTT wuraxiB fil Ca’* Ha mpouecwu, NMOB'A3aHi 3 KIITMHHUM

LIMKJIOM, BiH MOXKe 3[iJICHIOBaT! IPSIMO IPOTWIEXKHUI BIUIVB Ha TON
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caMMIl TIpolec, IO 3aJeXUThb BiJ KOHILEHTpalil, IIPOCTOPOBOI
nokamisanii Ta in. (H.H. Porr, 1987; T.]. Keating et al., 1994).

limoresa mpo BaxiuBy pornb Ca** y perymoBaHHI KITHHHMX
IIVIK/IiB Y Ilepiof Apo6/IeHHs 3HAIUIA MiATBePKEHHS B JOCTIKEHHAX
Cinepca ta ®opepa (P. Sillers, A. Forer, 1985). Bouu mosenu, 1o
IOfaBaHHA iHO3UTONy 3HiMae iHribyBaHHA MiTO3y B 3apofjkiB
MOPCbKOTO DKaka. 3rofjoM [OCTi[PKeHHAMM Ha 3apojKax MIIOplieBOl
Xabu, [ie ekcrepuMmeHTanbHO 3MmiHoBamm [Ca*'],, mOBemeHO, 1O
nepexigHi mpouecu Ca** CTUMYIIOIOTH BCTYII Y MiTO3 Ta IPUIIMHEHHS
mirosy (T.J. Keating et al, 1994). Kpim Toro, Ha mboMy > 00’€KTi
Oflep>KaHO [aHi, AKi JAOTb 3MOry HPUITYCTUTH, WO € 3B’A30K MK
AMHaMiKO UMKIiHY Ta 3MiHamu [Ca*'|,: [ posiervieHHs: LMKTiHY
HeoOXimHMI KanbMopayiH-3anexHnit npouec (C.A. Swanson et al,
1997). Ha ocHOBI IuMX [aHMX CTBOPEHO MaTeMaTU4HI MOjeri
peryIioBaHHs KITMHHMX UMKIIB 3a y4dacTio Ca** ta MII®-cucremm.
[IpoMofetbOBaHO, K KOXKEH 3 HUX OKpeMO a00 y B3a€EMO3B’SI3KY
MOXYTb 3aIllyCKaTy KIITMHHI IMKIM II0YaTKOBOTO eMOpioreHesy
(C.A. Swanson et al, 1997). Ockinbku rimore3a Ipo 3B’SI30K MiX
3MiHaMM BMIIe3TalaHNX XapaKTepPUCTUK PO3BUTKY He Oyma migTBepp-
JKeHa B eKCIIepMMEHTaxX Ha 3apojKaX MOJIIOCKIB, y AKUX 30iblIeHHs
[Ca®], Hisk He mosHaummoCh Ha guHamini nukiainy (T.J. Keating et al.,
1994), ocTaTOYHUMMU I1i pe3ynbTaTy BBaXKaTy HeE CIIif,.

I'pagieHT KOHIEHTpalil Kajmplil0 MiATPUMYIOTb MeMOpaHHi
6iHKI/I-H€peHOCHI/IKI/I — Ka/bli€EBi IOMNOMN IUIa3MaTUYHOI MeM6paHI/I,
eH/IOI/Ia3MAaTUYHOTO PETUKYIyMy Ta Mitoxouppiit (Ca*, Mg*'-AT®-

asm), a TakoX cucremu antumopry Ca’*/Na*. BusBrmeHo, mo xodya
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aktuBHicTp Ca*', Mg*'-AT®-a3u mrasmMaTn4HOI MEMOPAHU EPIOANIHO
3MiHIOETbC mpoTsiroM ppobnenus (C. Petzelt, 1972), mBupakicTs
Buxopny (mepeneceHHs itoHiB Ca’*) € y 1jeil 4ac HE3HAYHOI i CUJIBHO
3pOCTa€ nuile Iic/Is JecsATV TOAMH PO3BUTKY Ha crajil Omactynm B
sapoakiB B'roHa (E.A. Toitma, 1993). ®akropom 36inbirenns [Ca*'],
MOXYTb OyTH motenuiankeposani Ca’*'-KaHa/mm I1a3MaTHIHOI MeMOpa-
HU, sKi ommcaHo g ooumtiB mmopuesoi >xabu (P.A. Charp,
G.L. Whitson, 1980), 3apoaxiB mumi (S. Mitani, 1985) Ta acyupmiit
(I. Mita, C. Obata, 1984). Ha sapoaxax acuupiit Halocynthia Bcranos-
JIEHO, 1110, MOYMHAIOYY BijJ 3aI/IifTHEHHA JO PAaHHbBOI racTPy/y, IyCTUHA
Ca’*-kaHa/miB IU1a3MaTMYHOI MeMOpaHM IIOCTYIIOBO 3MEHIIYETHCS
(M. Kozuka, K. Takahashi, 1982). I]ikaBo, 1110 Ha OOLIIUTAaX IIMOPI[EBOI
xaby Oymu 3apeecTpoBaHi Taki KajbLi€Bi CUTHAIM, SK Ka/lbLi€BMIT
craink (B.JI. 3uma, O.M. [Ia4ok, 2000; Y. Yao et al., 1995).

OcHoBHUM dakTopom 36inbinenns [Ca*'], mporsarom K-
TUHHUX LMKIIiB JPOOJIEHHS BeXTo 3 JOCTiTHUKIB BBakae ATd-3anexHe
BYUBI/IbHEHHA JIOHIB Ka/IbLIIIO 3 €HOIUIa3MaTUYHOTO PETUKYIYMY Yepes
inpgykuito perenTopiB iHo3urontpupocharHux Ta/abo piaHOJUHOBUX
KaybllieBux KaHasmiB. IHosutonTpudocdarHi penentopu ommcaHo ms
oonutiB Xenopus laevis D. (M.]. Berridge, 1984; 1993). HocnimxeHo
KO/MMBaHHA iHO3UTONTpMoCchary Ha 3apofKax MOPCBKUX DKakis
npotsarom kmitmHHoro nukiny (B. Ciapa et al., 1994, J. Han, 1995;
M. Whitaker et al., 1984). Kpim Toro, JIeBunbkuit y cBoiit MoHorpadii
(J.O. JeBunxuii, 1990) HaBoguTh maHi Knanepa mnpo Te, mo y sapoaxis
MopcbKoro Dxaka Bukuau JoHiB Ca’* y uMTOIIasMy MOXYTb

3abesmevyBaTy Taki Ka/nblili-Mo6ini3ytodi areHTn: iHo3uTonTpudocdar
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ta aHanorn aBox (HAJl Ta HAJTH) HikoTMHaMifafileHIHANHYK/IEOTH IiB.
Ananorn HAJl ta HAJTH cipnunnsitors Bukupy itoniB Ca* mpu gyxe
HU3BKill KoHIeHTpanil (Hikdye 0,1 MxM). HajimikasimmMm, Ha gymMKy
aBTOpa, € Te, IO KOXKHA 3 IMX pevoBUMH iHAykye Bukumu Ca** 3
HE3aeKHUX Jlelmo. MOXIMBUIT  MEXaHi3M  PEryliOBaHHA  3MiH
BHYTPIIIHbOKIITMHHOI KOHUeHTpauii itonis Ca’" y kappiomionnrax,
OOILIMTAX, TeNaTOLMTAX 3alPOIIOHOBaHO y Moperni onoHa i ['onberepa
(G. Dupont, A. Golbeter, 1993).

JvHaMmili BMiCTy TaKMX BTOPMHHMX MECEHIDKEPIB, AK i0HI Ca?*
ta HTAM® XxapakTepHWiT TiCHMII B3a€EMO3B’SI30K, 1[0 BUABJISETHCSI B
pErylioBaHHI pi3SHOMaHITHMX IpoueciB y KimiTuHi. Tomy pedaxi
OOCTTHMKM  TPUIYCKAaIOTb, IO TOAITI  MOXXE  PperyIIoBaTHUCSA
LUMKITIYHVMUI HYKJI€OTUAMU Yepe3 3MiHM aKTMBHOCTI IPOTEIHKiHA3Y, a
manmi dyepes aktuByBaHHA Ca’’, Mg**-AT®-a3u, ska perymoe 36upaHH:
Ta PpO306MpaHHA MIKpPOTPYOOYOK, SHIDKYIOUM BHYTPIlIHBOKIITUHHY
KoHUeHTpanio ioniB Ca®* (W.L. Geilenkirchen et al, 1977). Iuumi
mocmigauky (L.L. Rebhun, 1976) BimkmpaioTp perynaTopHy poinb
DAM® vy paHHbOMy eMOpioreHesi, He BMABMBIIM IIE€PIOAMYIHUX
KOJIMBaHb JIOTO BMICTYy.

Ilepioguyni  konmuBaHHA BMicTy LAM® y paHHbOMY
em6Opiorenesi BcraHoBneHo mns Momiocka (W.L. Geilenkirchen et al,
1977), mopcbkoro ixaka (K. Ishida et al, 1981; 1985; M. Whitaker,
R. Irvint, 1984), mmopuesoi xxabu (H. Loulrup-Rein et al., 1974), B’tona
(E.A. Toitma, 1993; A.B. JlazapeBa u np., 1984; B.B. Yaban, 1993). ¥
MOPCBKMX DKakiB MakcuManbHui BMicT [AM® BusBneHo y Tenodasi
nepes NOSABOI0 OOPO3HU MOAiNy, a MiHiMampHUII — y mpodasi, micisa

3aBepureHHs 11 yrBopenHs (K. Ishida et al., 1981; 1985). BpaxaioTs, 1110
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Taki TmepioguM4Hi 3MiHM TOB’A3aHi 31 3MiHaMM  aKTMBHOCTI
¢docdoecrepasu, ToMy IO BOHM 3HIMAIOTbCA Ji€l0 il akTMBaTOpa
kodeiny (K. Ishida et al., 1981), mo migrBepmxeno poboramu (K. Ishida
et al,, 1985). ¥V B’roHa 3a3Buuaii nik Bmicty tAM® criocrepiraerbcs y
npodasi-npomeradasi, o y3ropKyeTbcs 3 JYMKOIO IIpo poinb HAM® y
30MpaHHi MIiKpOTpy0O4OK, Aki ¢GOpPMYIOTh MITOTMYHMII amapar
(E.A. Torima, 1993; B.B. Ya6an, 1993). Kpim Toro, BiH 36iraerbcs y 4aci
3 MakcumymMoM ¢ocopwroBaHHsa rictony H; (ricromy crapii
npobnennsa) (H.H. Porr, 1984), mo 6epe yuactb y cmipamisanii
XpOMOCOM.

HasBHicTh 3akoHOMipHUX 3MiH piBHA 6iOreHHUX MOHOaMiHiB
(cepoToHiHY, KaTexo/aMiHiB Ta iH.) Yy paHHbOMY eMOpioreHesi pisHux
TBAapUH, 11O AiI0OTb fAK JIOKaJAbHi TOPMOHMU, HOBefeHa bysHiKOBUM
(T.A. Bysuuxkos, 1987) Ta mifgTBepmxeHa B iHmmx poborax (A.O. Bu-
woy3 u gap., 2000). Tak, mpoTAroM NepumMX MITOTMYHMX VKB
BifbyBa€eTbcA 301IbLIEHHA KOHIEHTpaLiil unx ¢isionorivHo aKTMBHMX
pedOBMH y gdecATh 1 Oimbimie pasiB. MakcuMaabHI 3pOCTaHHS
KOHIIEHTpAIill Y KO)KHOMY KIITMHHOMY MK 671acTOMepiB 3a 4acoM
3biraforbca 3 Qasamm MiTo3dy: aHa- i Tenmodasa - Yy BMIAAKY
alleTWIXOJiHY, Mi3HA Temodasa — I CepOTOHIHY Ta ABOX MiKiB y
intepdasi, mpodasi-npomeradasi - g1 karexonaminis. Ha 3apoaxax
ronossbposoro Momiocka Tritonia diomedea excrepuMeHTaIBHO
BCTAaHOBJIEHO  MOXJIMBICTb  (YHKIIIOHaIBHOTO  B3AEMO3B 3Ky
CEepOTOHIHY Ta  HEMpPONENTUAIB Yy  PeryaATOpPHMX Ipolecax
emb6pioreHesy. IlopymeHHs QyHKIIIOHaIbHOI aKTUBHOCTI CEPOTOHIHY, 3
BMKOPUCTaHHAM JIOTO  aHTAarOHICTiB, 3YMOBWIO  YUIKO/>KE€HHA
IIUTOCKe/NeTa Yy paHHbOMYy po3BUTKy TBapuH (A.O. Bwwioys u pmp.,

2000).
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1.4. 3anexHicTb MK 3MiHaMu
GioerekTpuYyHUX i MeTaboAIuHUX
npouyeciB y NOYaTKOBOMY

OHTO2eHe3i TBapuH

Ockinbku y guHaMmini 6i0eneKTpuYHNX IIpo-
1[eCiB BifiI3epKamIO€ThCs Mepedir pisSHOMaHITHUX MPOIIECiB, SAKi 3YMOB-
JIIOIOTh PO3BUTOK 3apOJKiB, HAMIU IIPOBOAMBCS IIOIIYK B3aEMO3B S3KiB
MDK HUMM y paHHbOMY eMOpioreHesi TBapuH.

IHribiTopy TpaHCKpuUILii Ta TPAHC/IALIl MO-pisHOMY AilOTh Ha
mnuamiky TMII y nepiox mpo6nennsa 3apopkis BloHa. Ilpu BImBoBi
aHTMOioTMKa aKTMHOMInyAuHY J| 3akoHOMipHi 0cO6MMBOCTI Ji0TO
AVHaMiKy 30epiraloTbCs, a BIUIMB LMKIOTeKCHMify abo IypoMiumHy
CIIPUYMHAE 3HAYHY JIeTIO/IAPH3allilo MeMOpaHM 3 OJHOYACHOI0 BTPATOI0
xomuBanb TMII (E.A. Toiiga, 1993; CJ. Kycenp m pp., 1980). Ha
OCHOBi IMX JAHMX aBTOPM IPUIYCKAIOTh, L0 3MiHM MeMOpPaHHOTO
HOTEHIlia/Ty B3a€MOIIOB A3aHi 3 MeTa0O/iYHOI0 aKTYBHICTIO 3apOJAKOBIX
KTiTUH, 30KpeMa, 3 TPaHCIALINHUM CTAaHOM CHUHTe3y Oinka B
6nacromepax (C.J1. Kycens u ap., 1980).

CrpsKeHHS MDK MMM TIpOLjecaMyl MOXKe BitbyBaTucs Ha piBHi
JIOHIB, 1[0 BiflirpaloTh Ba)XIMBY POJIb y IeHEpPyBaHHi ITOTEHILiany Ta
ininiroBaHHi MakpoMonekynApHux cuHTesiB y xmituHi (P.I. Axankannu
un gp., 1970; B.IL. boxkosa, JI.M. Yaitnaxan, 1977; .M. lanko u pp.,
1984; K.A. Kadmanm, A.I. Manenkos, 1976; G. Meeker, 1970).
BBakaloTb, IO 3HV)KEHHA KOHLEHTpalil BHYTPIiIIHbOKIITMHHOIO
KajIo He nuIle 3ynuHAE [pobieHHs, a it ranbmye cunTe3 PHK Ta 6inka

(J.T. Tupper, 1973).
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Hesxi aBropu (H. Kroeger, M. Lezzi, 1966; R. Macdonald,
R. Olsen, 1994; G. Meeker, 1970; C. Orr et al., 1972) npumyckaioTs, 110
IIepepoO3NOAI iOHIB MOXKe 3HAa4YHO BIUIMBaTM Ha IHTEHCHUBHICTb
MaKpOMOJIEKY/IAPHUX CMHTE3IB y KIiTMHAaX 3apojKiB. Bpaxosyroun Te,
110 €/IEKTPOTEHHI KaTiOHM [y>Ke BIUIMBAIOTDh Ha PiCT K/LTUH Y KY/IbTYPi,
He BUK/IIOYEHO, 1o came 3cyBu TMII BegyTp fo meBHOI KoopAuHalil
MeTtabomiamy, fo 3MiHM mBupakocti perviikauii JHK Ta xmitmHHMX
nopinis. ToMy mOCMTb MOKa3oBO, WO IpM 3MiHI KOHIJeHTpamii
no3anituHHuX ioHiB K* mo 64 MM BinbyBaBcs MaKCMMaIbHUII PicT
KJITUH y KyIbTYpi, IPUYIOMY B Iieil yac mocuaeno sminoBascsa TMII Ha
ixHiX MeMOpaHax.

Ily>)xe BMCOKI KOHLeHTpalii Kamilo B iHKyOauiliHOMY
cepefoBuLi, AKi 3HIDKYI0Tb TMII Maike mo Hy/A, ralbMyIOTb CMHTE3
JHK y KniTMHHUX CTPYKTypax 3 JOCUTDb BMCOKMM iH/IEKCOM KIiTMHHMX
nozini i Hezabapom npunussoTh ix (C. Orr et al., 1972). HanesHo,
3pOCTaHHS BHYTDPIIHBOKIITMHHOTO BMicTy JioHiB K" € He Timbknm
npsamuM Tpurepom cuutesy JHK Ta mpobnennsa (J.T. Tupper et al,
1970), a meBHMM (AaKTOPOM MeMOPaHOCIPSDKEHUX IPOLECiB, KU
IepeBOiNTh KITMHY Ha HOBUII pexuMm pobornm. Tak, Kadiani Ta
Manenkosum (K.A. Kapuann, A.I'. Manenkos, 1976) 3anporioHOBaHO
rinoresy, STifHO 3 AKOK CaMe JIOHHMI TOMEOCTa3 KIITUHU € JyXKe
BOXIVBYUM (PAaKTOPOM peryaioBaHHS Ppi3HOMaHITHMX QYHKIiN Ta
nporeciB. KpiM TOro, 7oHu MarHilo HeoOXifiHi i1 NPaBUIBHOTO
OpraHi3yBaHHs puOOCOM Ta IOJIICOM, KaJIblliil Biflirpae BaXX/IMBY POJIb
He TiIbKM B 0araTbOX BHYTPIIIHBOKJIITMHHUX @pollecax, ajae i B

CTPYKTYpHO-(QYHKI[IOHA/IBHOMY OpTaHi3yBaHHi MeMOpaH, y po6oTi
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MITOXOHZPIiN i HaBiTh y IIYCKOBMX MeXaHi3Max IPOLIECiB 3aIlIilHEHHA
ANLEKITHH Ta [pob/IeHHsA 6/1acToMepiB, Kalill Ta HAaTpiil € He TLIbKU
TOJIOBHUMM (paKTOpaMy MeMOpPaHHOTO e/IeKTpOreHe3y, aje ¥ iCTOTHO
BIUIMBAlOTb HAa OKpeMi JIaHKM BHYTPIIIHbOKJIITMHHUX CHHTE3iB Ta
GYHKLIOHYBaHHA HU3KM (PepMEHTHUX CHUCTeM. Pyx iOHIB 3Ha4HOIO
MipOI0 KOHTPOJIIOETbCS HasBHUM Y >KMBMX IUIa3MAaTMYHUX MeMOpaHax
enektpuynuM nonem (VM.C. Marypa, 1981). OcHoBoo MexaHi3My
B3aeM03B’ 13Ky TMII 3 MeTa60/mi3MOM KTiTHH 6araTo BYEHMX BBaXKA€
IIeBHY MOJIEKY/ISIpHY IepeOyfoBy OiIKOBO-TIMIZHMX KOHCTPYKIIiit
IOBEepXHEBMX MeMOpaH Ta BUKIMKAaHMII IVMHU CTPYKTYPHUMU
nepeOyfoBaMy pyX i0HIB 4epe3 MeMOpaHy, IO 3YMOBJIIOE ILIBUJIKI
3minm pisaa TMIL

BcraHOB/IEHO 3B’A30K MDK [JMHaMIiKOI0 aKTMBHOTO TPaHCIIOP-
tyBaHHA Ta 3MiHamu pH, (E.A. Toiiga u gp., 1990). 3 inribyBanHAM
Na', K'-mommu spocrae pH wuromrmasmm Ha 0,1-0,15 opuHMIBb.
brokxyBanna Na'/H*-o6MiHHUKa CyTTEBO He BIUIMBA€ Ha piBenp TMIL.
BcranoBneHo, mo nuxmivy"i 3MiEm pH, Ha ©O4YaTKOBUX CTafifax
Ipo6NIeHHA IPUTHIYYIOTbCA iHriOyBaHHAM cuHTe3y 6inka (B.IT. Box-
KoBa, 1991). Bigomi moBigomaeHHs mpo 3B’s130K MK BennuuHowo pH,
Ta pOCTOM IIBUAKOCTI 6inkoBoro cunresy (B.I1. Boxxkosa u mp., 1987),
cunresoM JTHK y sapopxkiB mmopuesoi xabu (P. Artigas, D. Gadsby,
2003), a Takox i3 mBUAKicTIO NoAiny kaituH. UM Buimmit pisens pH,,
TUM MeH1ui nepiox noginy (B.I1. boxxkosa u fip., 1987).

Y pasi HU3SBKMX KOHIEHTpalill elIeKTPOr€HHUX KaTiOHiB
MeMOpanHi ATP-asu serko arperyioTb 3 TyOy/IiHOM, CTBOPIOIOUM

MIKpOTpyb6OUKM IpUMeMOpPaHHOTO LIApy, L0 CIPUAE BCTAHOBJIEHHIO
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MDKKJIITUHHMX KOHTAKTIiB 6}IaCTOMepiB, K1 ,I[p06}IHTbCH. Cnoc-
TepiraerbcA 4YiTKO BMpPa)KeHAa 4YacOBO-IPOCTOPOBA 3a/IEXHICTb €KC-
mpecii reHiB KOHEKCOHIB (CTPYKTypHa OAVIHMLSA IiIIMHHNX KOHTAKTIB),
sIKa 3YMOBJIIOE PEryIATOPHUI BIUIMB Ha PO3BUTOK 3apOMIKiB TBapuH
(B.II. Boxxkosa, H.B. PosanoBa, 1998). BusaBineHo Tako>X 3ale>XXHICTb
IIBUAKOCTI (GOPMYBaHHA MDKKITMHHUX KOHTAKTiB Bil KOHIIEHTpalliil
e/leKTporeHHMxX KarioHiB. HeobxigHo, mo6 B iHKyOarniftHOMY
cepemoBuii 6ymo He Mmenme 0,2 MM ioniB Ca* (T. Ducibella,
E. Anderson, 1976) Ta 6muspko 6 MM K', ockinpku mpu 3HIDKeHHi
BMicTy JioHiB K o 0,8 MM HacTae 4acTkoBe, a nmpu 0,4 MM - noBHe
6m0KyBaHHA po3BUTKY 3apopkiB mumeir (R.D. Powers, ].T. Tupper,
1975).

CriBcrapnAouy AMHaMIKy TpaHCMeMOpPaHHOTO IOTeHIiany 3i
HIBU/IKICTIO TIOTIMHAHHSA KucHio, [oita 3i ciBpo6. (E.A. Toitmga, 1993)
3ayBOXMINM YiTKy aHTMOATHICTh IXHIX 3MiH: picT piBHS mOTeHIiamy
BinbyBaeTbca B  iHTepdasi, a MaKCUMaJIbHI 3HA4YeHHA JOTO
PEECTPYIOTbCA Y Ipo- i MeTadasi KIITMHHOTO LMKy, KOMM IIBUAKICTD
IIOIIMHAHHA  KMCHIO, HaBIIaKy, 3HAYHO 3HIDKyeTbcsA.  PisHo-
CIPSIMOBaHICTh 3MiH LIMX MOKAa3HUKIB IPOCTEXEHO Micmsa Mopudikariii
paHHbOrO emOpioreHesy 3miHowo temneparypu (E.A. Toiiga, 1993).
Hampuknaz, 3miHM TpMBanoCTi KIITMHHOTO LMKy I Ji€ro
TeMIIepaTypy He MOPYIIYIOTh 3araJlbHOI 3aKOHOMIPHOCTI IMHAMIKM LIMX
IIOKA3HMKIB, a TPUBANICTb I€piofy IiXHIX KONMMBAaHb 3MiHIOETbCA
BiZIIOBiIHO 1O TPUBAIOCTi MOAINIB ApobIeHHs 6macToMepiB B'oHa. Bin
(E.A. Toipma, 1993) TakoXX NOBiZOMMB, WO CyMapHa aKTMBHICTb

fierinporeHas, sika pisko 30iIbLIyeETbCA OApasy IICAA 3allTiIHEHHS,
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IPOTWIEKHA N[O 3MiH piBHA TpaHCMeMOpPAaHHOTO IIOTEHIiany it €
MiHiMa/IbHOIO Ha ITATiil TOAMHI PO3BUTKY, KOMU 3HAYEHHSA MOTEHLiaTy
MakcuMajbHi. IHribyBaHHA [DTKOMITMYHUX TIpoLeciB Yy Iepiox
IpoO/NeHHA HpPU3BOAUTH [O 3MiH mHonApusalii MeMOpaHM - BOHa
Ienossipu3yeTbest Ha 8—10 MB, 36epiratoun KONMMBHUIT XapaKTep [AHA-
MiKy, XapaKTepHMil Ii HOpMU. J[OBEEeHO TaKOXX B3aEMO3B A30K
MeTabOoYHNX JIAHOK eHepro3abeslieyeHHs aKTUBHOTO MeMOpaHHOTO
TPaHCIIOPTYBaHHA 3 IMKOMITUYHMMM IpollecamMyu depes LAMO
(B.B. Yaban, 1993). 3okpema, Bimomoio € crerudiuHa BIacTUBICTDb
nipyBaTKiHa3) 3apofikiB B’IoHa — ii aKTMBYBaHHA Mif BIIMBOM HAM®
(JI.C. Munbmas, 10.T'. FOpoBuukuii, 1973).

PerynmoBaHHS ~ B3a€MO3B'A3KIB MK  ¢isuKo-XiMiuHUMU
ImpouecaMu B 3apOJKOBMX  KIITMHaxX MOXe  3OiJICHIOBaTHCA
ropMoHaIbHUM KoHTposneM. Tak, Kycens 3i cmiBaBt. (C.JI. Kycenp n
mp., 1975) mposenu ranbOKe MOCTIIKEHHsS PeryIATOPHUX CUCTEM
0OMiHy BYIZIEBOAIB Y paHHbOMY eMOpioreHesi B’loHa. BoHM BUSABUIN
3[aTHICTD 10 3MiH aKTMBHOCTeNl (pepMeHTIB 3apOAKOBMX KITMH Yy
BiIOBiib Ha [il0 TOPMOHIB, a He /uile Ha 3MiHy cyOCTpaTiB Ta
MeTaboiTiB 1boro o6MmiHy. IIpunyckaoTp, 1[0 TOPMOHAIBHI (aKTOpu
MOXYTb OYTU ITyCKOBMM CHUTHA/IOM IiepeOyoB1u OOMiHY BYITIEBOJIB B
oouuTi, 1O MaB  IJKOTEH-CUMHTE3yIOUy  CIpAMOBaHICTb, Ha
IJIIKOTEHOJIi3, SIKUII CIOCTEpPIraloTh y II0YaTKOBOMY eMOpiOHaTbHOMY

PO3BUTKY.



Po3gia 2. BIMAUB ®IBUYHUX
TA XIMIYHUX OAKTOPIB HA
BIOEAEKTPOIEHE3

2.1. BnAuB KaTiOHIB Ba)KKuX

MeTaAIB Ha 6I0AO02IUYHI 00’eKTU

Hait6inpm  uyrnmBuMm [0  iHTOKCMKarii
HEOPraHiYHMMM e/leMEeHTaMI € CTPYKTypa Ta (yHKIi HYKIeiHOBMX
KIUCTIOT i 6i7KiB, MeMOpaHM KITHH Ta CyOK/IITMHHMX OpTaHeN, CUCTEMU
6i0CcuHTe3y BaXK/IMBUX CIIOTYK. JoHM MeTasIiB MOXYTb BK/TIOYATVICh Y BCi
eramu 6iocMHTe3y, MOOYIOBM MaKPOMOJIEKY/IAPHNUX CTPYKTYP KIITUHU
(S. Hua et al, 2002; H.M. Levesque et al., 2003; D.M. Medeiros,
D. Jennings, 2002; J. Schubert, 1981).

TokcuYHICTD HeOpraHi4HOi peYoBMHM BHM3HA4alOThb 3a i
3[aTHICTIO BIIMBATV Ha [JMHAMiYHy XiMi4HYy piBHOBary B cucremax
xkuBux opranismiB (}0.A. Epmos, 1983). Bmime wmeit Haitdacrime
3yMOBJICHUII YTBOPEHHSAM MIIJHUX ab0 He3BOPOTHMX 3BA3KiB 3
XiMiYHMMM KOMIOHEHTaMV TKaHUH i KITHH — TOMOBHO 3 GioreHHMMM
makpomornekynamu (lO. Epmos, T. ITnerenesa, 1989; D. Medeiros,
D. Jennings, 2002). Tomy BuBYeHHs (i3MKO-XIMiYHUX BIaCTUBOCTEI
pedoBuH i ixHbOI B3aeMopii 3 OioMakpoMoO/IeKylIaMy [a€ 3MOTY

BUABUTU MeXaHi3M TOKCUMYHOCTI.
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ToxkcryHMII BIVIMB Ba)XKKMX METATiB IIPOABJAETbCSA B IXHIN
HecrrennivHii B3aeMopii 3 aKTMBHUMM TIPyHaMyu KIITMHHUX
nomiMepiB  (KapOOKCWIBHMMM,  aMiHHMMY,  CyIbQTifpuibHUMY,
dochaTHMMM), Y BUTICHEHHI He3aMiHHMX MeTa/liB 3 KOMIUIEKCIB, SKi
MicTATh  6i0/IOTiYHO aKTMBHI Mojekymyu, a6o B Mopudikaril
koHpopmariit 1ux monekyn (E.I. Ochiai, 1995).

Ha 6ionoriuny axkTMBHICTD i TOKCUYHICTD HeOpraHiYHMX
CIONYK BIUIMBAE IXHA PO3YMHHICTD y BOAi Ta mimifaXx. AHOManbHi
edeKTy TOKCMYHUX e/IeMEHTIB IPOSBIAITbCA Y BUNAAKY PO3YMHHUX
COJeN, HDK y BMUIIAJIKy ManOpO34YMHHUX. Heposumnni okcupym MeHIn
TOKCUYHi, HDK Oi/1bII pO3YMHHI X/TOpUAY ab0 HITPATH TOTO K eJIeMeHTa
(I0.A. Epmos, T.B. IlnereneBa, 1989). ToxkcmyHi JOHM MOXYTb
B3aEMOJIATU 3 MeMOpPAHOKI eIeKTPOCTATUYHO, 0cobmBo 3 ¢ocdo-
mimigHoo 4YactuHoo. OTXXe, [BOBaJIeHTHI KaTiOHM VIIi/IbHIOIOTH
MeMOpaHM, TOZAI K OZHOBAJIEHTHI CIIPUYMHSAIOTh 3MIiHU B CTPYKTYpi,
3ymosrooun 3minn i nponukHocti (10. Epmos, T. Ilnerenesa, 1989;
B. Venugopal, T. Luckey, 1978).

TokcnuHui edeKT KaTiOHIB BaXKMX MeTaliB 3i 3MiHHOIO
BAJIEHTHICTIO  [lel[0  3YMOBJIEHMI)I  CTUMY/IIOBAaHHAM  YTBOPEHHA
aKTMBHMX (OpPM KUCHIO, IO TIPU3BOAUTH [0 IOIIKO/DKEHHA
BHYTPIlIHbOKIITMHHUX MeMOpaH, 6inkiB i [THK (H.H. Popper et al.,
1991). “OKuCHIOBaIBHMII CTpec” CYNPOBOJKYETbCS IifCUIEHHAM
IIEpEKMCHOTO OKVCHEHHA JIIifiB, 30iIbIIIEHHAM aKTUBHOCTI KaTanasu,
cynmepokcupaycmytasy i rayrationrpancdepasu (R.A. Larson, 1995;
N.T. Prakash, K.S. Rao, 1995), npurniuenusm aktusHocri Fe**- i Cu*'-

3anexxHux pepmenTtis (A. Ahmed, H.A. Tajmirriahi, 1993).
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ToKcHYHICTD KaTiOHIB BaXKKMUX MeTaliB MOXXe IPOABIATUCH Y
HOpYILIeHH]I IPOHMKHOCT] KTiTMHHUX MeMOpaH (B. JIle6enes u ap., 1987;
S. Astolfi et al., 2003; N. Bal et al., 2003; A. Pillai et al., 2002).

OpuH 3 piBHIB BIUIMBY Ba)KKMX MeTasliB Ha pi3Hi Buay 6akTepii
3YMOBJIEHUII TOKCUYHMM BIUIMBOM HAJ/IMIIKOBOL Ki/JIbBKOCTi MeTay,
inaktuByloun ¢epMeHTM 1 [fecTabimisyroum KITMHHI CTPYKTypu
(O.B. Kapnauyk, 1995; G.M. Gadd, A.]. Griffiths, 1978; T. Liu et al.,
2003; B.P. Rosen, 2002). Mem6panHi dbepMeHTHI CUCTEMU HacamIieper
MifJal0TbCcAd aTPeCMBHOMY BIUIMBY CepefloBMIIA i Ije MO3HAYaETbCcA Ha
mpolecax, fAKi BinbyBaroTbcs 3a ixHporo ydactio (T.I. I'pysuna u gp.,
1997).

OxkpeMi BaxkKi MeTajM BifjirpaloTb B OpraHi3Mi /JIOAMHY NEeBHY
ponb. 30KpeMa, Hikenb BUABMAKTb y PHK. BsakaioTp, mo BiH
3abesIevyye eBHY CTPYKTYpPy HYK/IeTHOBOI KMCIOTH. 3MiHIOIOYM XiMivYHi
BrnactuBocti PHK Ta HykneompoTeiHiB IpM KOMIIEKCOYTBOPEHHI,
HiKeJIb MOYKe BUAB/IATH KaHILIEPOT€HHY Hi0.

Y mmasmi kposi Ni (II) npmepnyerbcsas pmo anpOyminy ta
aMiHOKUCIIOT, Iepefycim fo L-rictupuny.

BHacrnifiok 3miHHOTO cTyneHs okmcHeHHA Y Hikermo comi Ni (IT)
€ inribitopamu okucHoBanpHUX ¢epmentis (10.A. Epuros, T.B. Ilne-
TeHeBa, 1989).

Co®" akTuBye HU3KY (pepMeHTIB in vitro i 3gaTHMIT 3aMilaTy B
HUX Zn** 6e3 3HIDKeHHs IXHbOI akTMBHOCTL. KopumHOimHI cromyku, B
sxux € mano Co*, € Merabosiyanmy iHribiropamu BitTaminy Bi,.

Ioun kob6ampry Co** NMPUTHIYYIOTH CHOKMBAHHS KUCHIO B

MITOXOH/IPisIX KITUH ceplisd, iHriOyI0uM ol-KeTorTyTapaTaerifjporeHasy
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Ta IipyBaTAerigporeHasy. MexaHi3M Iboro Impouecy Moxe OyTu
IOB’SI3aHUII 3 YTBOPEHHAM CYHNEpPOKCH- Ta II€POKCUKOMIUIEKCIB
ko6anbty (S.N. Baksi, M.J. Hughes, 1983).

Comi xo6anpry (II) iHribyrorp okucHIOBanbHI (GepMeHTH
(T. Stoytchev, M. Kadiiska, 1983), mHOHOBIIOIOTb AKTMBHICTb JIaKTa-
TAerigporeHasy, iHakTuBoBaHOI BupaneHHAM LuHKY (F. Morpeth,
V. Massey, 1982).

OpHNUM 3 BOXIMBUX CUMITOMIB OTPYEHHS OJIOBOM € aHeMis,
fIKa CYNPOBOMXYETbCA 3MEHIIEHHAM 4YHUC/IAa TeMAaTOKPUTY, BMICTY
remorno6iny i uncna epurpountis (B. Venugopal, T. Luckey, 1978). Lli
O3HAKM XapaKTepHi Y pasi SHMKEHHA epUTPOIIOe3Y.

SIK TIepBMHHUMII TOKCUMYHUII e(eKT 0/10Ba pO3I/IANAITH iHTI-
OyBa/bHMII BIUIMB KaTiOHiB 070Ba Ha (epMeHTM LUIAXiB 6iocHMHTe3y
reMy, 30KpeMa Ha O-amiHoneBymiHaTaerigparasy (10.A. Epmos,
T.B. IInerenena, 1989), sika € fpyruM KIH090BUM PepMEHTOM y CHHTE3]
reMy. Y pocmifax Ha Kpomax pmoBefeHo, mo SnCl, y koHmeHTpamii
5 MkMonb/n iHribye meit ¢epment, tomi sk SnCl, B Tiit camiit
KOHIIEHTpallii He BO/IOfi€ iHriOyBa/IbHUM BIUIMBOM.

[IpurHiveHHA aKTUBHOCTI (pepMeHTIB YHAC/IiIOK BIUIMBY O/I0Ba
MoOXKe OyTU CIpUYMHEeHe He TiMbKM iHAKTMBAIli€l0 peakKiiiiHOTO LIeHTPY,
aje i YyTBODEHHAM HEAaKTMBHMX KOMIUIEKCiB onoBa 3 SH-BMicHMMMK
cybcTpaTamy, HalIpUKIIaf, 3 [TyTaTiOHOM, LIXCTEIHOM.

Tak, [lyaiBeni 3i cmiBaBT. (R.S. Dwivedi et al., 1983) mosenu,
mo mpu pil Sn* Yy KOHLEHTpallii 5 MKMO/b/T Ta BMILE aKTMBHICTb
rmoko3odocdaTrizporeHasu 3HWKYETbcss B 1,5 pasa. BHyTpimHbo-

JepeBHe BBe[JeHH: KaTiOHIB 0/10Ba B KOHILIEHTpalii 20 MI/KT IIypaM Ma€
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inribyBanmpamit BB in vivo Ta in vitro Ha Husky SH-BmicHMX
(depMeHTIB IedyiHKM: IIyTaTiOHpPeRyKTasy, IMI0K030-6-docdar-meria-
poreHasy, makTaTherigporeHasy i cykuunaraerigporenasy (R.S. Dwivedi
et al., 1983).

3HIOKeHHs akTUBHOCTI SH-BMiCHUX (epMeHTIiB Ie4iHKU MOXKe
6yTy paHHIM [iarHOCTMYHUM ITOKa3HMKOM OTPYEHHS OJIOBOM.

Maprasenb HeoOXiffHUII HJIs POCTY, 30epeXKeHHs PenponyK-
TBHOI (yHKIii, yTBOpEHHA KiCTOK, MeTabomi3My I/TIOKO3M Ta JmMifiB
(I0.A. Epmos, T.B. Ilnerenesa, 1989), 1A akTUBYBaHHA TaKuX
¢depmenTiB, AK mipyBaT KapOokcmiaasa, apriHasa, ¢ocdarasa, 6io-
CMHTeTUYHi pepMeHTH, Minigy Ti MyKomosicaxapuay XpsIis.

Benmka kinbkicts pepmenTiB Mae crienmdiuny morpedy B Mn*'.
Jlo HMX, 30KpeMa, BiTHOCATD Ta/IaKTO3M/I- Ta N-alleTU/IraTaKTo3aMiHin-
TpaHcdepasy, Aki OepyTb y4yacTb Yy CHMHTe3i MyKoIlojicaxapupiis, a
TaKOX JIaKTO30CKMHTeTasa. IlipyBaTkapbokcwiasa MICTUTh YOTHPU
MiIlHO 3B’s13aHi KaTtioHn Mn?*".

Bararo 6inkiB, ski MaoTh moTpeby B Mg™, MOXYyTb 3aMmicTh
HBOTO BUKOpucToByBaT Mn**. Mapranernp mMoxe 3amimaryu i Zn** B
IVHK3a/IKHUX QepMeHTaX, 3MiHIOI0UY iXHi KaTaTiTM4Hi BTaCTUBOCTI.

Hapmipua xinpkicte Mn (II) B Dxi (2 Mr/r) mepemkomkae
abcop6buii Ta  MerabomismMy  3ami3a, 3MEHNIYIOYM  YTBOPEHHS
reMorJI06iHy. OTtxe, MapraHenb MOXe JisiTM AK aHTATOHICT 3asi3a.

AKTMBHICTD ajaHiHaMiHOTpaHcdepasu mpu fAil  KarioHiB
maprannoo (P.b. bamabam Tta i, 2000) 3HaYHO 3pOCTaE Yy
IUTOIUIa3MaTNyHil ¢pakuil meuinku kopoma (Cyprinus carpio L.):

KOpOIiB 2-pigHOro BiKy yTpumyBamu npoTAaroM 14 pi6b y Bomi 3
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JomaBaHHAM KaTioHiB Mn (2,4 i 6 mr/n), Zn (2,0 i 5,0 mx/n), Cu (0,2 i
0,5 Mr/m), 1[0 PpIiBHOCMIBPHO IBOM Ta IUATH PUOOTOCIONAPCHKIM
rpaHnyHo gomyctumuM KoHueHtpaniam (IIK). ¥ mmasmi kposi pu6
Oy/0 3ayBa)KeHO CTATMCTUYHO J[IOCTOBipHe 3HVDKEHHSA aKTMBHOCTI
acnapraramiHoTpaHcdepasyu npu KoHIeHTpanil mapranimio gsox ['IK i
3pOCTaHHA aKTMBHOCTI anaHiHamiHOTpaHcdepasyu mpy BMICTi 1IIbOTO
Metany y Bofi B Kinbkocti sty IIK (P.b. bana6au ra in., 2000).

IluHk - opmuMH 3 HAMOIMBII PO3MOBCIOMKEHNX HEOOXiTHUX
MeTasiB B opraHismi monunu. Voro Bmict B opranismi B 10-15 pasis
Buumii 3a BMicT Mini Ta B 100 pasiB — mapranuio (H0.M. Mockanes,
1985).

Y pasi gii kaTioHIB UMHKY B LIMTOIUIa3MaTUYHiil,i 0COOMMBO, B
MiTOXOHApianbHilN ¢pakuii mediHKM 1 CKelTeTHMX Ms3aX Kopoma
3HAYHO 3POCTA€ aKTUBHICTD aclapraraMiHOTpaHcdepasy, 10 CBITUUTD
PO 3MillleHHs peakuii B O6iK YTBOpPeHHs ITIyTaMiHOBOI KMCIOTH, sKa
Bifjirpae BaXXNMMBY poO/b y Ipoliecax AETOKCUKALl amiaky B OpraHismi
puo.

Hakonmyenns  rayTamiHOBOi  KMCIOTM — CBifdMTb  IIPO
HOCIIEHHA KarabomisMy OinkiB y TKaHMHaxX pub YHaCIioK
iHTOKCHMKaILii BaXKKVMMM MeTajmaMu. Y IIasMi KpOBi Kopoma Ipu nil
KaTiOHiB IJMHKY CIIOCTEPIra€ThCA 0303a/Ie)KHe 3MEHIIEHHA aKTUBHOCTI
a/aHiHaMiHOTpaHCQepasyu. AKTMBHICTb acmapTaTaMiHoTpaHcdepasn
3Menuryerbcst npu aBox I'JIK i pmemjo 36impuryerbest (IOpiBHAHO 3
xourtposnem) npu At IIK (P.b. bama6an ra in., 2000).

KagMiit He € HeoOXimHUM ereMeHTOM [ia ccaBiiiB. Ileir MeTan

Mae KaHLeporenHi Bractusocti (}0.A. Epmos, T.B. I[Tnerenesa, 1989).
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OTpyeHHsA KajiMieM 3a3BMYall IOB’A3yI0Tb 3 IPOMUCIOBUMMU
3a0pyIHEHHAMMY, HAKOIMYEeHHAM KafMillBMicHUX cybcTaHuiit (6arapei,
cwraBy, ¢apbu), mo 3abpymHIOITh NUTHY BOAy Ta mHositpsa. IIpo-
mucnoBi ¢pocdaTHi foOpuBa Ta opraHiuHi f0OpKBa TaKOX MICTATD KO-
MIIIKM KagMifo.

[urapkoBuit UM — Ile OfHE JPKEPENo OTPYEHHA KaamieM. Y
OBafLATM LUrapkax wictutbca 15-18 Mkr kapmiro. [xepenom
Ka/iMi€BOi iHTOKCMKaI[il MOXXe OyTM CIIOKMBAaHHS IPOAYKTIB MOps,
ocobmBo ycTpunb. B Snowii 3axBoproBaHHS, CIIpUYMHEHe OTPYEHHAM
KazimieM, BifoMe mif HasBow “itai-itai” (}0.A. Epiuos, T.B. [Tnerenesa,
1989).

KazMmiit Mo>ke IpOHMKATU depe3 IUIALIEHTY BariTHMX LIypiB Ta
xoM’sikiB. Ile mifTBepHXXyeTbCA 3HAYHO OIIBIIOI JIOTO KiTbKiCTIO,
HOpPiBHAHO 3 MaTepMHCbKUMM ocobuHamyu (B 2,5 pasa) (B. Venugopal,
T. Luckey, 1978).

KapMmiil Mae BMCOKy CIIOPifHEHICTb O HYK/IE€IHOBUX KMUCIIOT,
3yMOBJIIOIOUM IIOpPYIIEHHS IXHbOro Merabonismy. Bin inribye JHK-
nomiMepasy, mopymye cuHres JJHK, a came: crapilo posmiereHHs.
Bennki mepopanpHi mO3M  KaiMilo pO3RiNAIOTH OKucHe docdo-
PWIIOBAaHHA B MITOXOH[pifAX mediHku. IlaToreHes oTpyeHH:A KagmieM
BK/IIOYA€ TAaKOXX B3a€EMOJIiI0 Ka/IMil0 3 BUCOKOMOJIEKY/IAPHUMI OiNKami,
ocobmBo TionBmicaumu ¢epmentamu (P.L. Goering, C.D. Klaassen,
1983).

KapMmiit Ma€e BeMKy CIIOPifHEHICTD [0 reMor)I06iHy. OcranHin
KOHKYPy€e 3a 3BA3yBaHHA KaMilo 3 yciMa Oiomiranpamm, OKpim

metanorioHeiHiB (S. Onosaka et al., 1987). Kapgwmiit Bigirpae ponb
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aHTUMeTA0OJITy W00 LMHKY, 3aMilllylouy 10oro B MeTanodepMeHTaXx,
HaNpMKIa#, Yy JIyxkHiin Qocdarasi. KammieBa giera  iHribye
HaaXo/KeHHA IUHKY B pi3Hi TkaumHM (E.I. Ochiai, 1995). HasaBhicTb
KaJMil0 B TKaHMHaX CCaBI[iB 3yMOB/IIOE CUMITOMM, IIOB'sA3aHi 3

medinuTOM Mifti, IMHKY, 3ai3a.

2.2, KaTioHu BaXKux meTaais
Ta TPAHCNOPTHi BAACTUBOCTI

memoOpaH

Bararpma pocmigHukamu 6y1o JOBefieHO, 110
JMIOHM BaXKKMX METajliB  BIUIMBAIOTb Ha €NEeKTPUYHI B/IACTUBOCTI
MeMOpaH, 30KpeMa, Ha MeMOpaHHe TPaHCIOPTYBaHHS, IIPOBITHICTDH
MeMOpaH, reHepyBaHHS MeMOpaHHOTO moreHuiany. Hampuxianm, Taki
JloHr Baxkmx MeranmiB, sk Cd*, Cu’, Zn** ixribyors
TpancropryBaHts Ca’* Be3aukymamMy MiKpoCOMHOI (paKIiii rermaTonnTis
mypa i copnunHsors Buxifg Ca’** 3 monepefHbo HAIIOBHEHUX BE3UKYIL,
npudomy Buxin Ca®* He CHOpsDKEHMII 3 3arabHUM 301IbIIEHHIM
npoHukHocti MeMmbOpaH Mmikpocom (G.H. Zhang et al, 1990).
Basonarepanpunit Cd**, a Mo>ximBo, it Zn** i Ni**, imoBipHO uepe3 Ca*'-
YYT/IMBUII PELeNTOp, CIPUYMHAE BUXiJ Ka/lbliilo, 110 NPUBOAUTH [0
BuXOAy xnopy 3 knitunu A6 (B. Faurskov, H. Bjerregaard, 2000).

Taki Baxki MeTamyu, AK PTyTb, CBUHEIb, KafiMill i XpoMm y
KOHLeHTpaniax 1-1000 MKMo/b iHriOYIOTH aKTMBHICTB CY/Ib(GATHOTO
TpaHcIoprepa sat-1 mewinku i Hupox ccasuis. Hg** (10 Mmkmons), Pb*
(<1 mM), Cd* (500 wmkmoms), Cr’** (100 MKMOIB) 6IOKYIOTH

cynbgar/6ikapboHaTHMIT OOMIHHMK sat-1, TpuyoMy JIOH Xpomy
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MOXX/IUBO 3B’sA3yeThbcs1 3 ooMminHMKoM: CrO,* B3aemopie 3 06MiHHIKOM
3amicTp SO,™, OCKINIbKYM BOHUM MaiOTh BEIMKY CTPYKTYPHY IOAIOHICTH
(D. Markovich, K. James, 1999).

Karionn Baxkmux MertaniB 3maTHi BIymMBaTy Ha pobory Na'-
Ca’*-obminHMKa rasmaTnyHux Membpan (A.Jl.  Bparmuckmii,
Q.1 Illep6anp, 1978; B.B. Manbko, 1998; B.B. Maubko Ta iH., 1997;
H.B. ®enipko, 1998).

IuribyBanpumit edexr Hikemo Ha BxigHmit crpym Na'-Ca*-
00OMiHy 1Ipu Jiil HiKe/TI0 Ha 30BHIIIHIO TOBEPXHIO MeMOpaHy, IMOBipHO,
3ymoBieHnit B3aemopiero Ni** 3 COO™-rpymaMu LieHTPy KaTiOHHOTO
3B’sI3yBaHHA OOMIHHMKA, 0 SIKMX MAIOTh BUCOKY CIOPiHEHICTb JIY>KHi
Ta my>xHo3emenbHi Metamu (Na* i Ca®) (ML.IO. Kneer u gp., 1996).
OCHOBOI0O KOHKYPEHTHOTo On0KyBaHHA Hikemem Na'-Ca’'-o6miny €
B3aeMofia 3 quMu rpynamu. OcTaHHE MifTBEPKYETbCA TUM, IO IPU
HiBUIIEHH]I 30BHINTHPOKIITHHHOI KOHI[eHTpanii Ca®* go 10 MM amrui-
typa crpymy Na'—Ca’*-06Miny BHacmigok fil Ni** He 3MeHInyBanacs, a
3pocrana (B.B. Manbko Ta iH., 1997).

Cd** mepeBaXHO B3a€EMOfi€ 3 BHYTPIlIHbOKTITMHHNM pery-
JIATOPHUM LEHTPOM, SKMII MicTuTh TiocynbdartHy rpymy (ogHy abo
fekinbka), crumyiiooun ¢yHkuionyBanHs Na'—Ca’* -o6MiHHIKA MeMO-
PaHM CEKPETOPHMX KIITMH CIMHHOI 3a/03M JMYMHKM XipOHOMYyca
(B.B. Maunbko, 1998).

KaTtionn psapy nyxHO3eMenbHUX 1 TIIepexiflHMX MeTaslis,
30kpema, Ba’*, Sr**, Mn*, Co** i Cd*, cyrreBo mpurHidyors Na'-
3anexxHe HapxomkeHHs1 Ca’' B CeKpeTOpHi KIITMHU LUTyHKOBUX 3103

(J.O. Oy6uupkuir, JI.C. Boskaumu, 2001). Tak, 3a HasgBHOCTI B
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cepefoBuLi iHKy6aui'1' LIMX 327103 KaTiOHIB MeTa/liB y KOHIeHTpawil
50 MKM IIBMJKICTh IPOLIECY SHIDKYEThCA BifiMoOBigHO Ha 13, 19, 50, 68,
82 %. 3amexwuictp edekTiB KarioHiB MeTamiB Ha Na'-3amexHe
tpancnopryBanHs Ca** Bif IXHbOI KOHIIEHTpaI[il Ma€ eKCIIOHEeHIiTHMI
XapakTep. BcraHOBIeHO, 1O 3a BeINYMHOIO IHTiIOYBaHHA KaTiOHU
MeTa/liB yTBOPIOIOTH Takmil psiy: Ba’* < Sr** < Mn** < Co** < Cd*.
BuaBieHo mnepeBa)KHO KOHKYPEHTHMII TUI iHTiOyBaHHA KaTioHaMu
3a3HavyeHUx MertaniB Na'-sanexxHoro HagxomkeHHs Ca’* B CEKpeTOpHi
K1iTvHN mnyHKoBux 3ano3 (J1.O. Ty6mubkmii, J1.C. Boskannd, 2000;
2001; 2003).

bBaratbma pocmigaumkamm (P.  Artigas, D. Gadsby, 2003;
R. Boominathan, P. Doran, 2003; I. Voskoboinik et al., 2002; D. Ward,
J. Cavieres, 2003; G. Yucebilgic et al., 2003; A. Zichittella et al., 2000)
IOBEIEHO, IO KaTiOHM BaXKMX MeTATiB, 30KpeMa, KOOaIbT
(D.G. Ward, J.D. Cavieres, 2003), ceunenp (R. Boominathan, P. Doran,
2003; G. Yucebilgic et al., 2003), pryts (A. Zichittella et al., 2000), mifp
(I. Voskoboinik et al., 2002), xpom (]J. Thaker et al., 1996) inakTuytoTb
Na*,-K*~AT®-a3y meMOpaH pisHUX KITiTHH.

Hikenp OyB 3alpoNOHOBaHMII SIK CeJIEKTUBHMII 610KaTOp
aKTVBOBAHMX HM3bKOI0 HANPYTrOI0 Ka/lbllieBMX KaHamiB T-tmmy. JJoc-
JTiIKeHHs 3aCBifYMI0, 10 Taki MiATUIN KaHaiB, K o-1E 6/mokyooTbcs
HUSBKVMMU MiKpoMosneKynsspHuMy KoHueHtpaniavu NiCl, npuaomy
memosipu3aniisi Moxke posb6nokoyBatu kaHamu (J.H. Lee et al,
1999).

BussieHo, 1m0 i10HM XpOMY B KOHIIeHTpauliax 5, 10 Ta 15 mr/n

iHri6y10Tb TaKi cUCTeMM aKTMBHOTO TpaHCIOPTyBaHHA, AK Na',K'-;
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Ca®'-; Mg**-; Ca*"; HCO5 - Ta Mg**, HCO; -AT®-a3u B K1iTuHAX 3516€ep,
HUPOK Ta KuiukiBHumka pu6 Periophthalmus dipes (J. Thaker et al,
1996).

Ionu pryTi, CBMHIIO, KafiMilo Ta XpoMmy iHTiOyoTh HaTpiit-
cynbdaTtHuit obmiHHMK B ooumrax Xenopus laevis (D. Markovich,
K. James, 1998) i cynpdaTHuMil TpaHCIOPTEp MEYiHKYU Ta HUPOK CCaBLIiB
(D. Markovich, K. James, 1999). Ionu pryTi Ta CcBMHIIO iHTiOYIOTH
TPaHCIIOPTYBaHHA aMiHOKUCIOT oountiB Xenopus laevis (S. Waldegger
et al, 1995), a JioHM ILMHKY 3[aTHi iHriOyBaTM TpPaHCIOPTYBAaHHA
rryramary (R.J. Vandenberg et al., 1998).

Cu’* 6710Ky€ IPOTOH-YYT/IMBUIT IOHHUIT KaHas, cHOPMOBAHMI
rOMOTeTpaMepPHMM iHTEeTpaIbHUM MeMOpaHHUM IpoTeiHOM M2 Bipycy
rpuiry A. Ileit KaHaT TaKOXX 4aCTKOBO iHTibyeTbcs jtonamu Ni*t, Pt ta

Zn** (C.S. Gandhi et al., 1999).

2.3. TOKCUKOAORIYHI acnekTu

gil KaTIOHIB Ba)XkKux MeTaAiB

Ha 6ioA0zivHiI 06'ekTU

Ta mogudpikyrouuii ixHili BnAuB

Ha TMIT 3apogkiB B'10Ha

TepaTtorenni Ta eMOpPiOTOKCMYHI BIUIMBK
KaTiOHiB BaXKMX MeTaliB JOC/i/I)KEHi TPYIIO0 aMEepUKaHChbKUX BYEHNX
nig  kepiBHmirBoM Canpepmana. CaHfepMaH Ta CHiBpOOITHUKY

BUBYIIN eMOPIOTOKCMYHMII Ta TePATOTeHHUIT BIUIMB KaTiOHIB TaKMX

meraniB, Ak Cd** (FW. Jr. Sunderman et al, 1991; 1992), Ni*
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(O. Hauptman et al., 1993; S. Hopfer et al., 1991), Co** (A.H. Piersma et
al., 1993; M.C. Plowman et al., 1991), Cu?*" ta Zn** (S.Q. Luo et al.,
1993) 3 Bukopucranuam npobu FETAX (Frog Embryo Teratogenesis
Assay: Xenopus) Ha adpukaHcbKux d>xabax Xenopus laevis. Bounm
moseny, mo y 3apoakiB X.laevis, Akux iHKyOyBamm y cepemoBuiii 3
ToJaBaHHAM XJIOpUAY KagMilo B KOHIIeHTpalii Bifi 0,75 g0 56 MKMOIb/1
npoTaroM 96 Trof., MOYMHAKYM Bif cTafil 6macTymy, crocrepiraamncs
MIOPYIIEHHA PO3BUTKY, 30KpeMa, MOIUKOIPKEHHS OdYell, KMIIKiBHMKA,
BUKPUBJ/IEHHs XOpAn, cepuesi nopymenus (F.W. Jr. Sunderman et al,,
1992). Ilpu koHueHTpauii 18 MKMOIb/71 i Giybllle IPOCTEXYBAIOCH
IpuUrHideHHs pocty 3apoakiB (F.W. Jr. Sunderman et al., 1991).

HasiBHicTp y cepemoBumi kationiB Ni* (B koHueHTparii 1-107-
3-10”° MKMOJIB//T) CIpUYMHSIIA TTOPYIIEHHS] PO3BUTKY OYeil, CKeleTa Ta
KUIIKIBHMKA 3apOJKiB, piAlne — medopMmaliilo cepiisi, TOMOBM, LIKipn
(S.M. Hopfer et al, 1991). Vloun Ni** symoBumM 3HauHi aHOMAIi
po3BUTKy oueil y 3apopkiB X. laevis: croctepiramm mikpogranbmiio,
TiIoNirMeHTalilo, NoABY IyXUPLiB Ha CITKiBLIi, iIHKOMYM — KaTapaKTy.

BB kationy kob6ampry (1,8-10°-1,8-107 mMxmonb/m) cras
MIPUYMHOK TAaKMX MOIIKOMKEeHb, K aHOMaIii oueit, fedbopMariii cepus,
IOIIKO/KEHHA XBOCTa, IIOABM IyXMPLiB Ha IIKipi 3apojkiB
(S.M. Hopfer et al., 1991). 11i anomanii BusiBneHo 6inblie, HDK Y 99%
3apoAKiB, fAKi PO3BMBAIMCA 3a HAABHOCTI X/IOpuAy KobOambTy,
KOHIIEHTPaLlisl IKOTO CTAHOBM/IA MPUOIN3HO 56 MKMOJB/II.

SIkimo B iHKyOanitHOMy cepefoBMIIi Oy/IM KaTiOHM LIMHKY Ta
Mifi, y 3apojKiB cIoCTepiraiuchb aHOMasii pPO3BUTKY  OYell,
KUIIKiBHMKa, xopau Ta cepus (S.Q. Luo et al., 1993). Bouu 6ymu

BUpaKeHi 6171111 CYTTEBO IIPY BUCOKUX KOHIEHTpaLiAX METaJliB.
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CangepMaH Ta cHiBpoOiTHMKM oOpaxyBamyu cepefHi eMOpi-
oneranbHi koHIeHTpanil (LCsy) Ta cepenHi TepaToreHHi KOHIeHTpanil
(ECs0) MmeraniB mna sapopkiB X. laevis. Ina kapmilo Iji mOKasHUKU
cranoBmnn: ECsy = 3,71 wmrmonw/m, LCsy = 3244 MKMOIb/N1
(J.A. Westfall, D.R. Argast, 1982); g Ni**: LCso = 36519 MKMoOmnb/TI,
ECso = 2,5+1 mxmonb/n (S.M. Hopfer et al., 1991); mns Co**: LCsp =
10,4+0,4 mxmonb/n, ECso = 2512 mxmonb/n (S.M. Hopfer et al., 1991);
oA Cu®*: LCsp = 22 Mxmons/n, ECsy = 2,5 mxMonb/n (S.Q. Luo et al,,
1993); nna Zn?*: LCso = 850 mxmonb/n, ECsy = 40 mxmonb/n (S.Q. Luo et
al., 1993).

Y 3apopkiB, AKMX YTPUMYBaIM Y CepefoBMIN, B sAKe OyI0
pomaHo xmopuau Ni*t, Co®* ta Cd** B KOHIEHTpaLisX, AKi BiAOBifamu
ECsy mia nux MeraniB, HpoTAroM 13 TIOKHIB crocTepiranmch Taki
HOPYILIEHHS, 5K CKO/io3, Ki03, Ta30-KpyKoBe epopMyBaHHS 3afHIX
KiHIiBOK, [MCIIIasis cepusd, HUPOK, AE€YHMKIB Ta KUIIKiBHMKA
(M.C. Plowman et al., 1994).

[Tepes-Komn Ta coiBaBT. (C.S. Perez-Coll et al., 1985) nosenu,
o BB KationiB Cd** (0,03-4,00 mr/n) Ha 3aponku Bufo arenarum
Bify crajil [BOX 6/1acTOMepiB NPU3BOAUB [O CIOBIIbHEHHS TeMIY
POCTY, 3MEHULIEHHA PO3MipiB Tijla, HOPiBHAHO 3 KOHTPOJIbHOK IPYIOI,
IIOPYLIEHHA TIOBENIHKM 3apOAKiB i HM3KM Baji, PO3BUTKY, TaKUX fAK
Mikporedanis, HelOpO3BMHEHHs 3510ep i TaTONOTiA MIaBIiB.

Oumu >x aBTOpamMm 6yno 3acBigyeHo, IO BaXXKi MeTanu,
30KpeMa KaZiMill, MOXKYTb IlepeJaBaTHCA Bifi MATEPMHCHKOTO OPTaHi3My
)Kabu 10 3apojka, MMOBIpHO, 3B’A3yBaHHAM 3 OilKaMu >KOBTKa i

meranortioneinom. Camkam X. laevis BBOmm/M 18 MKMOIb KamMmiio
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npotAroM 11 TyokHiB, iHWin rpymi — 90 MKMOJIb IPOTATOM 4OTUPbHOX
TVDKHIB. Jla/i B caMOK iHyKyBa/ly OBY/IALIIO, i OfepKaHi ANLEKTITHHN
3aIUIJHIOBA/IN CIIEPMOIO CaMIiB, 10 HE MiijaBa/lINCs BIUIMBAM MeETaliB.
Y 3apopkiB criocrepiramm pisHi aHoMatil po3BUTKy — B 14 % i 7 % (1iep-
ma ta apyra rpymn) (D. Kotyzova, F. Sundeman, 1998).

BuByanm BIymMB KagMio Ha po3BuTOK oonutis Xenopus laevis.
Iopocmum camkam Xenopus BBOAWIN B JOp3aibHi niMpaTnyHi Milku
PO3uYMH XJIOpMAY KagMilo B KoHUeHTpauiax 0,5 0,75; 1,0; 3,0 Ta
5,0 MI/Kr KOXeH [Apyruil JeHb mporarom 21 pHA. BigcoTkose
CHiBBiIHOLIEHHA OOLMUTIB Ha BCIX JOCHIIKYBAaHUX CTafiAX OOreHe3y
3MEHIIYBAJIOCA, TOAI fAK Ki/IbKICTb IOLIKOMKEHMX OOoLMUTiB 36i1b-
myBajacsa. Bemuka kinpkicte oonuriB  Oyma  KpamdacToro  ab6o
aAMuUCTo0. oCmimkKeHHsT 3aCBiqumMiIo, Mo KaaMill Ma€ 3IaTHICTh MO
3HAYHOIO IOPYLIEHHSA OOTEHE3y i IO JOCHiIPKEHHSA PO3BUTKY IaMeT
MOke OyTM NpuaTHUM IIApaMeTPOM [/l  OLiHeHHA BIUIUBY
3a0pylHIOBadiB HAaBKO/NMIIHBOTO CEpefOBMINA Ha 3JaTHICTb [0
pemponykuii (L.A. Lienesch et al., 2000).

KaTioHn Ba)kKKMX MeTasiB BUABIAITH eMOPiOTOKCHYHY Ailo
TakoX Ha 3apopku ta muanHku pub (C.J. Brauner, C.M. Wood, 2002),
paxomnoziouux (A. Bianchini, C. Wood, 2002) Ta iHmmux TBapuH.

TepaToreHHi BIacTMBOCTI Ba)KKMX METAJIiB JOCIIKyBanu i Ha
ccaBusx (A. Tunepman, 1990; M. Calvino et al., 2002; B. Chen, B. Hales,
1994; C.Kapron-Bras, B. Hales, 1992; G. Mizejewski et al., 1990;
J. Peters et al., 1995). Husbki piBHi comeit Mizi, HiKemT0 Ta CBMHI[IO

BBOJVIV MUILIAM Ha paHHIX Ta cepefHixX cTafisx BaritHOCTi (9-17 nHiB).
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BrimmB nux coseit 3yMoB/IoBaB 30inbleHHs piBHA anbdadeTonpoTeiny
B amHioTnuHil pignHi (G.]. Mizejewski et al., 1990).

HecatupenHi eMOpioHM Iypa Ky/IbTUBYBaIM IPOTATOM TOAVNHNI
6e3 kagMito, a fami - mpotAroM 2, 6 abo 20 rox Ky/IbTUBYBIM 3a
HasABHOCTI 200 6e3 HasBHOCTI 2,5 MKMOJIb X/IOpUAY KaaMito. EMOpioHn
Ta >KOBTKOBI MilIKM aHali3yBaaM IIOAO BMICTy KaaMiro. Posmipn
eMOpiOHIB Ta >XOBTKOBMX MIillIKiB IC/Is eKCHo3uuil mporsrom 2 Ta
6 roj MaiDKe He Bipi3HANMMCA Bifi KOHTPOIO, a micna 20-TogMHHOTO
BIUIMBY po3Mipu 3apoakiB Oymu Menmmmy Ha 10-15%, a >KOBTKOBI
MilIKM — B fABa pasum MeHu, nopiBHAHO 3 KoHTporneM (B. Chen,
B. Hales, 1994).

Hosemeno (C.M. Kapron-Bras, B.F. Hales, 1992), mo vy
Ky/IbTypU 3apofKiB Muileil iniHii SWV momepenHe BUTpPUMYBaHHA
HPOTATOM 5 XB Ipyu TeMmepaTypi 43 °C 3HaYHO JIiKBifyBao HeraTWUB-
HUIT epeKT Ha/bIIOro BIUIMBY KafiMilo (KOHLeHTpalieo 1,75 MKMOJIb)
Ha PO3BUTOK i picT eMOPiOHiB.

[Ipm 36inbplIeHHI BMICTYy LMHKY Yy CHpOBaTLi KpoBi Marepi
crocrepiraerbcs sHIDKeHHs Macu wioga (A.A. [Tunepman, 1990).

Em6pionn wmumi KylIbTUBYBa/mM 3a HagBHocTi 1,0; 3,0 Ta
6,0 MKMOJIb Ka[JMiI0 3 HOJaBaHHAM Pi3HUX aHTMOKCHU[AHTIB IIPOTATOM
72 ropi. Ackopb6at, OyTuiar rifpokcnaHisosn, 6yTuaaT TifpOKCUTOMyeH i
rIyTaTion Oynyu edekTuBHI B IocnabneHHI eMOpPiOTOKCMYHOCTI,
ingykoBanoi 1,0 MKkmMosnb Kapgmiro. B pasi gii 3,0 i 6,0 MKMOIb KapMito
epektuBHUM OyB sumie TayTaTioH. YOTMPUTOAMHHA eKCIO3MILif
[JIyTaTiOHy Tepef, BIUIMBOM KafiMilo 3axumjae eMOpioHM Bif

HIKiguBoro BIUMBY KaaMmito (J.M. Peters et al., 1995).
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OTXe, eKCIIepUMEHTAJIbHO [OBE[E€HO, IO KaTiOHM Ba>KKUX
MeTaJliB MOXXYTb BIUIMBATI Ha PO3BUTOK OOLMTIB Ta 3apOJKIB, a TAKOX
Ha PeIpOAYKTUBHI QYHKIII TBapyH.

Ha migcraBi aHamisy onmMcaHMX  pe3ynbTaTiB  MOXHa
CTBEP[KYBaTy, IO KaTiOHM Ba)XKKUMX MeETaliB, 30KpeMa, HiKeso,
KOOa/IbTy, OJI0BA, LMHKY, MapraHli0 Ta KajMil0 BIUIMBAIOTb Ha
KUTTENIANBHICTD Pi3SHUX OpraHisMis. BcTaHOB/IEHO, IO IOHM BaXKKUX
MeTa/liB BIUIMBAIOTh Ha TPAHCIOPTHI CHMCTeMU KIITMHHUX MeMOpaH,
CIIPVYMHAIOYY 3MiHM IIPOBiHOCTI Ta piBHA MeMOpPaHHOTO ITOTEHLIialy,
a TaKOXK 6JIOKYI0UM JIOHHI KaHa/IM Ta MeMOpaHHi IIOMIIN.

Ha puc. 2.1-2.6 (xpusi 1 i 2) so6paxeno pmHamiky TMII
3apofiKiB B’IOHA, II[0 PO3BUBAMNCA 32 HAsIBHOCTI B CepemoBMII
inky6auii KaTioHiB Hikemo. 3aMiHy po3unHy iHKyOaIlii Ha po34nH, AKMIt
MICTMB KaTiOHM BaXXKUX MeTa/liB, MPOBOAWIM Ha crafii 8-16
6macromepi. Ak BupHO 3 puUCYHKiB, 3MiHM y pauHamini TMII
HOYMHAINCS TpUOIN3HO Yepe3 30 XB, TOOTO Yepe3 OfVH IIOBHMII LIVKIT
MOy, IpPOTArOM fAKOro HOMITHMX 3MiH Yy puHamini TMII He
criocrepiranocs. IIpubmmsno depes 30 XB MOYMHAIN 3 SIBIATUCH 3MiHK
nepiogy Ta ammitygyu xonusanb TMII i 3MiHM aOCONMIOTHMX 3HAYEHb
IIOTEHIlia/ly, IOPiBHAHO 3 KOHTPOJIEM.

Ha puc. 2.1 Bigob6paxeno aunamiky TMII sapoakiB B’foHa, 1110
Oy inky6oBaHi B po3unuHi 3 gomaBanHAM xnopuny Hikemo (NiCly) B
KoHeHTpanii 1-10°M (1)1 1-10° M (2).

OueByusiHO, 10 HafABHICTb KaTiOHIB HiKe/l0 B cepefoBUIIi
inkybanii NpuU3BOAUTL [0 JAemonApusalil MeMOpaHM — 3apojka:

abcomotHi 3HaueHHs TMII smenmyiorbes Big 47-50 MB o 42-43 MB,
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TOOi AK B KOHTPO/M Ha Iilt cTafii crmocTepira€Tbcs 30imblieHHS

abcomoTHux 3Hadyedb TMII o 66-68 MB.

180 210 240 270 300 330 360 390
-30 4 1 1
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Puc. 2.1. lunamika TMII 3apopikiB B’I0Ha 3a yMOB BIUIMBY KaTiOHIB HiKeio B

KoHLeHTpanil 10° M (1) i 10°M (2), mopiBHsIHO 3 KOHTpOEM (3)

Kpim Toro, 3a HasfBHOCTI KaTiOHiB HiKe/li0 IIPOCTEXyBanucs
3HaYHi 3MiHM y [MHaMiLi KO/IMBaHb, a caMe: aMIUITyja KOJIMBaHb
3MeHIIyBaIacs NpuoOMM3HO B 1,5 pasa nopiBHAHO 3 KoHTpoeM. [lepion
KO/IMBaHb IIOTEHIIia/ly TAKOXX 3a3HaBaB 3HAYHMX 3MiH: BIUIMB KaTiOHiB
HiKen0 cuprynHsAB 30inpiIeHHs nepiopgy xonmusanb TMII, a orxe, -
3MeHIIeHHA YacTOTU KOJMBaHb, B [IBAa pa3y MOPiBHAHO 3 KOHTPOJIEM.
Ockinbky, SK BKasyBajlocs padimte, KoinuBanHa TMII  6ymn
CUHXPOHHUMM 3 UMK/IAaMM KIiTMHHOIO IOAiNY, 3MEHUIEHHA 4acTOTU
konuBaHb TMII o3Hayae 3MeHIIEHHS Y4acTOTY IIONi/IiB 6IIaCTOMepiB,
TOOTO CIIOBINIBHIOETHCSI PO3BUTOK 3apOJKiB, sIKi Oy MiffaHi BIVIMBY

KaTiOHiB HiKesIo.
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Take cHoOBiIbHEHHSI PO3BUTKY HACHpaBii 3ayBaXyBanyu IIpu
Bi3yaJIbHOMy CIOCTEPEXEHHi 3a  3apojKaMM 3a  JIOIIOMOIOIO
6iHokynmapHOrOo Mikpockoma MBC-9, To6TO, AK i B KOHTpOI,
rinepnonspusaniss MeMOpaH 3apOJIKiB, sIKi PO3BMBAINCS 32 HAsBHOCTI
KaTiOHiB HiKemo, Ipumagana Ha iHTepdasy KITMHHOIO IOAiNY,
TernosApu3allis — Ha BIacHe MiT03, a MakcuMasbHi 3HaueHHsA TMIT - Ha
npomeradasy, NpUYOMy B Liell MOMEHT, fAK 1 B KOHTpOJ, IIif
MiKpOCKOIIOM ;06pe BIJHO ITOYAaTOK 3aK/IafjaHHs OOPO3HU HACTYIIHOTO
noginy. OTKe, BIVIMB KaTiOHIB HiKeTI0 CIOPUYMHAE CIOBiIIbHEHHS He
tinpku konusaHb TMII, are i cnoBiTbHeHHs HApoOneHHsA 61acToMepis
3apOJIKiB.

I[Tpu 36inblIeHH] KOHLIEHTpaLii KaTiOHIB HiKeT0 B cepemoBUILi
inky6anii o 10° M, Bkasani 3minu y gusamini TMII npossisiorscs
6inpin BupakeHo (puc. 2.1, kpusa 2). Criocrepiraerbcs JOCUTb 3HAYHA
menonspu3sariss meMbpanu — 1o -35 + -34 MB, Tozi SIK B KOHTPO/ Ha
I[UIX XKe CTafisfX BinOyBaeThCA rinepronspusanis go -65 + -67 MB.

[lepiox konmBaHb 3a YMOB BIUIMBY KaTioHiB Ni** B
KoHIeHTpanii 10° M 36inpuryeTbcst Maibke B 2 pasy, MOPIBHSHO 3
KOHTPOJIEM, 1[0 30ira€Tbcs 3i CIOBiIIbHEHHAM [IpoO1eHHs O1acToMepiB
TAaKOXX MaybDKe B 2 pasi.

Ammtityna xonuBaHb npu Aii karioniB Ni** B KoHueHTpauii
10° M, 3MEHIIYETbCA HACTINMbKY, o KonuBaHHA TMII Maibxe 30BciM
3HUKAIOTh, TOAI AK IOAUI KIITMH 3apojKa IIPOMOBXYETbCA, XO04a i
3HAYHO TOBiTbHilIe (MaiiKe B 2 pa3n), HK B KOHTPOTII.

Otmxe, BIUIMB KaTiOHIB HiKell0 Ha 3apoiky BIOHa B Iiepiof

IpobieHHsI 6acToMepiB MPU3BOAUTD [0 3HAUYHMX 3MiH B guHamini TMIL
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3HayHO MeHIIe Taki 3MiHM BUpaKeHi 3a yMOB BIUIMBY Ha
3apofiKM B’IOHA KaTioHiIB Kobanbry. PosumHu xymopupy KobGaabTy
(CoCly) BukopucroByBamy B KoHIeHTpanisx 1-107 i 1-10* M, ockinbku
npu Aii KaTioHiB KO6aIbTy B KOHIIEHTpALil 1.10° M 3sMiHM B quHaMIIi
TMII 6ynu He3HaUHUMIL.

BB katioHiB KobGanbTy B KoHueHTpauii 1:10* M (puc. 2.2,
kpuBa 1) i1-105 M (puc. 2.2, KpuBa 2) TaKOX AeNONAPU3ye MeMOpaHy,
ajle 3HA4YHO c/abmre, HDK mpu pil KarioHiB Hikemo B Till camiit
KOHIIeHTpalii: o —-58 + —60 MB npy 3HaYeHHAX NOTeHLiany B KOHTPOJIi
-65 + -67 MB (MakcuManbHi 3HaYEHHS).

180 210 240 270 300 330 360 380
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Puc. 2.2. lunamika TMII 3apojkiB B'loHa 32 yMOB BIUIMBY KaTiOHIiB KOGa/IbTy
B KOHL[eHTpanii 10° M (1) i 10 M (2), mopiBHsiHO 3 KOHTpONEM (3)

3MmiHM mepiofy Ta aMIUITyOu KOMMBaHb 3a YMOB BIUIMBY
KOHIIeHTpallii KaTioHiB K06anbTy 10° M 6y/1u He3HAaYHUML.

HasiBHicTs y cepemoBuuii iHkybauii karioniB Co®* B
KoHIeHTpanii 10* M npusBoguia no sHayHux 3MiH konuBanb TMIIL:
3HIDKeHHA abcomoTHux 3HadeHb TMII pgocsrano 38-40 mMB mpu 65-
67 MB y KOHTpomi. 3MeHIIeHHs aMIUIITyAM KOMMBaHb Oy/IO JOCUTDH
nomiTHUM, nepion xonmmeanb TMII 36inbmyBaBCH, a Jacrora IOJiny

3MeHIIyBanaca B 1,2-1,3 pasa HOpiBHAHO 3 KOHTPOJIEM.
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BBa)kaeMo, 110 BIUIVB KaTiOHiB KOOAIbTy CIPUYMHSAE 3MiHU B
puHamini TMII, mopi6Hi g0 3MiH, Aki Oynu 3yMOBJIeHI BIUIMBOM
KaTiOHiB HiKeslIo, ajie BUpaXkeHi 3Ha4HO MEHIIIE.

3minn puHamikn TMII 3a HassBHOCTI B cepemoBuiyi iHKyOarii
KaTiOHiB 0/10Ba 300pa>keHo Ha puc. 2.3.
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Puc. 2.3. Junamika TMII 3apopkiB B’I0Ha 3a yMOB BIUIMBY KaTiOHIiB 0/oBa B
koHyenTpanii 104 M (1) i 10° M (2), nopiBHstHO 3 KOHTpOIEM (3)

[Ipn popmaBaHHi B isionoriunuit posumMH XIOpUAY ONOBa
(SnCL) B konuentpauii 1-10° M (kpuBa 2) crocrepiraerbcs
menonsgpusanis MeMbpauu o —50 + -52 MB npu HOpMi -65 + -67 MB
(xpuBa 3).

AMmniTyna Ko/MMBaHD IOTEHI[ialy 3HAYHO 3MEHIIYETbCA —
IpUOIN3HO B 2 pasy, a Iepioj; KONMVMBaHb HE3HAYHO 3POCTAE.

[Ipu 36inplueHH] KOHIeHTpanil KaTioHiB Sn** y cepemoBmii
inky6anii o 10* M (kpuBa I), senonspusanis MeMOpanmu csirae -39 + —

40 MB. AMmtiTyfla KONMMBaHb 3MEHINYEThCA Maibke B 2 pasu. llepion
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KO/IMBAHb € MPUOMU3HO TaKUM CaMuM, SIK i mpum Aii KarioHiB Sn*' B
KOHI[eHTpaii 10° M.

I'paciku Ha puc. 2.4 Bifobpaxaiors guHamiky TMII sapopkis
B’IOHa 32 YMOB BIUIMBY KaTiOHIB LIMHKY B KOHIeHTpaliax 1-10° M Ta

1-10° M.

180 210 240 270 300 330 380 380

-35 4

60 1 - ,I ; J‘__,-"- v

Puc. 2.4. lunamika TMII 3apopkiB B'I0oHa 3a YMOB BIUIMBY KaTiOHiB IIHKY B
KoHUeHTpanil 10° M (1) i 10 M (2), mopiBHAHO 3 KOHTpOosEM (3)

3a HasgBHOCTI B cepepoBuII iHKyOaulii KaTiOHiB IVHKY B
koHueHTpanii 10° M (kpuBa 2), siK i 3a HasABHOCTI KaTiOHIiB HiKeJIio,
KOoOa/bTy Ta OJIOBa, CIIOCTEPIraloTh JenossApusaliio MeMOpaHM 3a-
POAKiB, MOPIBHAHO 3 KOHTpOJeM. AOGCOMIOTHI 3Ha4YeHHS IIOTEHLiamy
3MEHIIYI0TbcA o 45-50 MB, mopiBHAHO 3 65-67 MB B KoHTpO.
Ammrityga xommBanb TMII 3a ymMoB BIMBY KarioHiB Zn*' y wuii
KOHIIEHTpalil MaibKe He 3MiHIOETbCA, Ha BiMiHy BiJ pe3y/bTarTiB,
omucaHux Buile. Ilepiof; KonMMBaHb MOTEHIiaNy, OJHAK, 30iIbIIYETHCS
npubausHo B 1,3-1,5 pasa.

BriuB kationiB Zn*" y koHuenrpanii 10° M (kpuBa I) Bene [0
6inpm  BupaxeHux 3miH y puHamini TMII 3apopkiB B’IoHa.

Henonspusauis MeM6bpanu B IboMy pasi focsrae —40 + -45 MB.
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Ilepioyy KonuBaHb INOTEHLialy Ipy Ail L€l KOHLEHTpawii
KaTiOHIB IMHKY 3pocTae mje Oinbiie — B 1,8-2 pasy, MOpiBHAHO 3
KOHTpoOjieM. BogHOYac aMIIIiTyja KONMMBaHb [IEI0 3MEHIIY€EThCA.

OTxe, BHacHiOK BIIMBY KaTioHiB 1uuKy Ha TMII sapopkis
B'IOHa B Iepiof ApobneHHs 61acToMepiB He BiiOyBaeTbCs 3HAYHOTO
3MeHIIeHHA aMIUNTYAy KOJMBaHb IOTEHILiany, sAK Ie Oyao mif 4ac
BIUIMBY KaTiOHIiB HiKesio, KOOAIbTy, XpOMy Ta 0/10Ba. Ajle, SIK i mpu il
KaTiOHIB XX MeTasliB, BiOyBa€eTbCs 3MeHIIEHHs a0COMIOTHUX 3HAYeHb
MOTEeHIialy, IOPiBHAHO 3 KOHTPOJIEM, i 3MEHIIIEHHS YaCTOTU KO/MBaHb
TMII, a oTXe, i vacToTu gpobIeHHst 671acTOMEPIB.

Ha puc. 2.5 306pakeno kpusi gunamikn TMII 3apoakiB B'roHa
3a YMOB HasBHOCTI B CepefOBMINi iHKyOal[il X/JIOpuMAy MapraHIjo
(MnCl,) B koHenTpanisx 1-10° M (xpusa 1) Ta 1-10° M (xpusa 2).

I B 1bOMy pasi criocTepiraeTbcs AeNonApu3aLis MeMOpaHuL: 1O
-55 + -56 MB mpwu pii karioHiB MapraHip B KoHUeHTpauii 1-10° M
(xpuBa 2).

180 210 240 270 300 330 360 390

-65

-70

Puc. 2.5. Jlunamixa TMII sapopkis B'IoHAa 3a yMOB BIUIMBY KaTioHiB
MapraHio B KoneHTpanii 10° M (1) i 10 M (2), mopiBHsHO 3 KOHTpOneM (3)
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Ammnnityga xonmuanb TMII nmpm fgopmaBaHHI B cepemoBMILe
inky6auii kaTioHiB Mn** B Ijiil KOHIIEHTpALil 3MEHIIYEThCS MPUOIN3HO
B 1,5 pasa. Ilepiof KonuBaHb IOTeHILialy NpM IIbOMY 3pOCTa€ B 1,5-
1,7 pasa (puc. 2.6; xpusi 1, 2, 3).

BHacnmiox fofaBaHHSA B cepemoBullle iHKyOaiii 6inbIioi
KOHIleHTpauii KationiB Mn** - 10° M (xpusa I) penonspusanis
MeMOpaHM, TOPIBHAHO 3 KOHTPOJIEM, € Oilbll BUpaKeHOm: -45 +
-47 MB nipu -65 + -67 MB y HOopMi (kpuBa 3).

Ilepiop KonmBaHb 3pocCTae Lie 6inpme — B 1,7-1,8 pasa, 1o
HiATBEpKY€ETbCA CIIOBIIbHEHHAM IpOO/IeHH:A 6/1acToMepiB, ske 6y1o
BiMi4Y€HO IIpM Bi3yaJIbHOMY CIIOCTEPEXEHHI 3a 3apopKaMy IIpu Jii
KaTiOHiB MapraHIfio B KOHI[eHTpaii 10° M.

180 210 240 270 300 330 360 390
_20 \ \ \ .
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-40

-45
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2 50
w
-55
-60

-65
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Puc. 2.6. Muuamixa TMII 3apopikiB B'I0Ha 32 YMOB BIVIMBY KaTiOHIiB KaiMilo B
KoHLeHTpanil 10° M (1) i 10° M (2), mopiBHAHO 3 KOHTposIeM (3)

3a yMOB BIUIMBY KaTiOHiB KagMiio B KoHueHTpauii 1-10¢ M
(kpuBa 2), fK i B IOnepeHiX NpUKIaiaX, CIIOCTepiraan femoniapusalio

MeMOpaHM, IOPiBHAHO 3 KOHTponeM: #o —45 + -50 MB mpu Hopwmi
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-65 + -67 MB (xpuBa 3). AMIUIiTy#a KONIMBaHb 3MeHIIyBamacs
npubnusHo, B 1,2 pasa, TOmi fAK TMepiofi 3pOCTaB MOCUTb 3HAYHO:
npu6mm3Ho B 1,8 pasa, MOPiBHAHO 3 KOHTPOJIEM.

[Ipu 36inpirenHi koHuentpauii Cd** B cepemoBumii iHKy6anii
1o 1-10° M (xpuBa 1), genonspusaris 6ya e 6i1bI 3HAYHOW: 10 —35
+ -40 MB. Awmmuitryma xonmBanb TMII B 1boMy pa3i 3HauHO
3MeHIIyBanacAd — MaibKe B 2 pasy, IOpiBHAHO 3 KoHTponeM. Ilepiox
KO/NMBaHb IIOTEHIialy 3a YMOB BIUIMBY KaTiOHIB KajgMmilo B
KoHueHTpauii 1-10° M 36inpiryBaBcs mie 6inpiue — mpn6amsHo B 1,8—
1,9 pasa, NOpiBHAHO 3 KOHTPOJIEM.

Orxe, MOXHa CTBepIKyBaTy, IO 3a YMOB HafgBHOCTI B
cepepoBulli iHKyOauii 3apopkiB BIoHa B Ilepiof ApOOIeHHA
6}IaCTOMepiB KaTiOHIiB Ba)XXKMX MeTajliB, a caMe: HiKeslo, K06aany,
0JI0Ba, UMHKY, MapTaHLIO Ta KaJIMil0, CIIOCTEPIiraloTbCs I€BHi 3MiHM B
AVHaMilli TpaHCMeMOpaHHOTO IOTeHUiany umx 3apoakis. Lli smiHu
MAIOTh MOAiOHMII XapaKTep y pasi BIUIMBY KOXKHOTO 3 IIMX MeTasiB i
IPOSB/IAIOTbCA OiMbII BMpaKeHO IpM 30i/MbllIeHHI KOHIIEHTpalliit
BKa3aHNMX MeTaliB B cepemoBuii iHkyb6anii sapopkis (H.M. Boiiko,
O.A. Tompga, 1996; H.M. boiiko Tta in., 1997; H.M. Dboiiko,
[.1. Canarypcpknit, 2000; 2002; N.M. Boyko, O.A. Goyda, 1996).

3arajioM ILii 3MiHM MO>XHa OXapaKTepU3yBaTH SK:

- 3MeHIIeHHs abcomoTHUX BearH TMII 3apopkiB, IOPiBHAHO
3 KOHTPOJIEM;

- 3MeHUIeHHA (B J[leAKMX BUIAJKaX — He3Ha4yHe) aMIUIITY[u
KOJIMBaHb IOTEHIIia/y, IOPIBHAHO 3 KOHTPOJIEM;

- 36inpmenHa nepiomy komumBaHb TMII, mopiBHAHO 3

KOHTpO/EM, a OTXe, 3MEHIIEHHA  4YacTOTM  IOAUTB, IO
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CYIPOBOIKYETbCS ~ CHOBIIBHEHHAM  PO3BUTKY  3apOfKiB,  AKi
MifflaBalncCsd BIUIMBY KaTiOHIB BAXXKMX METajiB, IIOPiBHAHO 3
3apofiKaMM, fIKi pO3BMBaINCA B HOPMa/JIbHUX YMOBaX.

Bimomo, mo paMHaMika TpaHCMeMOpPaHHOTO IOTeHLiary
3apopkiB BIoHa Missgurnus fossilis L. mporsarom mepiogy mpo6neHHs
6nactomepiB  Mae komuBHUt xapaktep (E.A.  Toiima, 1993,
V. Canarypckmit, 1983), mpudomy rineprosspusaniis — 36iblIeHHS
a0CONMIOTHNX 3HA4YeHb IOTeHIiaJly - Ipunagae Ha iHTepdasy
KITTMHHOTO LMKy, a [elojspusalis — 3MeHIIeHHs aOCOMIOTHUX
3Ha4yeHb — BiaacHe Ha MiTo3 (E.A. Toiiga, 1993). [Tepion xonmuBaup TMII
y HOpMi € TIpUOMM3HO OFHAKOBUM IIPOTATOM YCBOTO IIepiofy
fpo6nenHa i cranoButh 6/msbko 31 xB (T.A. Jlernmad, A.A. lernad,
1960), 1110 36ira€ThCs 3 TPUBAMICTIO K/IITMHHOTO LIKITY.

Sk 6yno foBeeHO HOCTIKEHHAMM, 32 YMOB HAasBHOCTI B
cepemoBuLi iHKybauii 3apoiKkiB B'IOHAa JBOBaJE€HTHUX KaTiOHIB TakmMx
BOXXKUX METaliB, AK HiKelb, KOOalbT, IMHK, OJ0BO, Maprasenp Ta
KafgMiil y KoHueHTparisx 10°-10* M KOMMBHMIT XapakTep JMHAMIKK
TMII sapopnkiB 30epira€rbcsi, aje aMIUIITy#a Ta 4acTOTa KOJIVBAaHb
MIOTeHIiaTy 3a3HalOTh 3HAYHUX 3MiH. AMIIIiTY#a KonuBab TMII Tiero
4yl iHIOIOK MipOI0 3MEHINYETbCA NPU Ail BCIX JOCTIIKYBaHUX MeETaJliB,
To6T0 3MiHM piBHA TMII npoTArOoM OFHOrO KITMHHOTO LIMKITY
BiIOYBaOTbCA Y BY)KUOMY Jiialla30Hi, HDK y HOpMi.

YacroTra KONMBAaHb IOTEHLialy CIOKOK 3a YMOB BIUIMBY
KaTiOHIiB Ba)XKKMX MeTaJIiB 3MEHINYETbCHA, TOOTO 301/IbIIyETbCA ITepiof
KOJIMBaHb, OT)Ke, KOXKeH IUKJI KIiTMHHOIO MOAITY, a TAKOX BCA CTafid

Ipo6eHHs 6/1acTOMepiB TPUBAE [OBIIE, HDK y HOpMi. BHacmigox 1jporo
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cTafis Mopynyu, TOOTO IIOYaTOK MAeCMHXpOHisaulii KOMMBaHb, AKNIl
36ira€ThCs 3 MOYaTKOM aCMHXPOHHUX IOAiIIB sAlep, HACTA€ Mi3Hille.

Takoxx xapakrepHolo ocobnusictio guHamiku TMII 3apopnkis
B'IOHa 32 HasABHOCTI B iHKyOaLiiflHOMY cepefOBMIIi KaTiOHiB Ba>KKMX
MeTaliB Oyna 3arajbHa JenojsApusalis MeMOpaH KITHH 3apOJKiB:
3MeHIIeHHS aOCOMIOTHMX 3HAa4YeHb IIOTEHIlialy, IIOpiBHAHO 3
KOHTpOJIEM. Y HOPMi 3a3BM4Yall piBeHb IIOTEHIIialy 3pOCTa€E IPOTATOM
nepiony pgpobnmenHs 6OmactomepiB  Big -20 MB  Bigpasy micis
3amtiiHeHHA fo -65 + -70 MB Ha cragisax 8-10 moginis, piBenp TMII
NpY Ail KaTiOHIB JOCTIIKYBaHMX METAJIIB € 3HAYHO HIDKYMM.

Haii6inpin BupakeHOW 3arajbHa [emojsapusaiis MeMOpaHu
Oyna npu gii karioHiB Hikemo Ta xapgmiio, piBenp TMII 3a 1ux ymos
CTAaHOBMB Ha crafisx 8-10 mopimiB mnpmubmmsHo -35-+ -40 mMB
(konuentpariss  10°M). MeHum  BUPaXeHOW  [eNO/APU3ALisA
IpOCTeXXyBajlacsl B YMOBaxX BIUIMBY OJI0OBa Ta LIMHKY. 3a HAasABHOCTI B
iHKyOaliflHOMy cCepefjOBMINi KaTiOHIB KOOaIbTy Ta MapraHiji0 B
KoHIeHTpauii 10° M pgenornsipusanis Oyna BupakeHa Majlo: 3Ha4eHHsA
TMII mocaramu npm6bmmsHo —-60 MB mpm pii karioHiB ko6ambTy Ta
-55 MB nipu pii KaTioHiB Maprasiio.

Opnak, xoya 1 BHMpakeHa IIO-pi3HOMY, HemosApu3alisa
MeMOpaH KJIITMH 3apoOjKiB cIlocTepirajaca Ipu BIUIMBI  BCix
TOCTiIKyBaHUX METaliB.

Bararpma pocniguukamu 6yno posemeHo, mo TMIT pisHux
K/ITUH € JOCTaTHbO YyTIMBUM ITapaMeTPOM — BiH IIBMJKO pearye Ha
pisHi 30BHimHI BrumBYM, AK ¢iswyHi, Tak i ximiuHi. IIpn BHeceHHi B
inkybauiiiHe cepemoBuille Takux pedoBuH, sk ropmonn (E.A. Toiiza,

1993; CM. Kycenp u pp., 1980), amtmbiormxm (H.M. Dboiixo,
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[.1. Canarypcekmit, 2000), dakropu pocry (E.A. Toima, 1993;
E.A. Toitpa u pp., 1981), daxropu 3a0pyHHEHHsA HaBKOJIMIIHBOTO
cepenouma (H.M. bBoitko Tta in., 1997; H.M. boiiko, [O.I. Cana-
rypcpkuit, 2000; 2000) 3MiH mepemyciM 3asHAlOTh caMe aMIUTITy[a Ta
Iepiof; KONMMBaHb.

3a yMOB BIUIMBY LIMX PEYOBMH Ta JiesKuX (pisuyHux ¢$axkTopis,
BiIMIHHMX BiJi HOpPMajJbHUX YMOB TeMIIEPAaTypu Ta aTMOC(EpPHOro
TUCKY, IIepiof, a OTXKe, 1 4acToTa KOIMBaHb, MOXYTb 36inbmyBaTMCb
a060 3MEHIyBaTHCA i 3a/IeXKaT! Bifj XapaKTepy BIUINBY.

AMniTyga KoNMMBaHb 3a3BUYAl, SK JOBeeHO OaraTbMma
nocmimkennamu (A.C. ['mH30ypr, 1968) He 3a3Ha€e CYTTEBMX 3MiH, ajie B
yMOBax [esAKMX 3OBHIIIHIX BIUIMBIB MOXe sAK 30iIbIIYBaTHCh
(HanpukIag, npu Aii MeBHUX KoHUeHTpanii konxiuyuy (E.A. Toiiga n
np., 1981), peaxux aHTMOIOTMKIB, 30KpeMa, (TOPXiHOMOHIB
(H.M. borixo, [.I Canmarypcbkmit, 2000), Tak i 3MeHIIyBaTHcsA
(Hampuknag, mig vac gii gesikux ropmouis (E.A. Toitza, 1993), cepueBux
rriko3upis (E.A. Toitna u op., 1989) ta iH.

B yMoBax pisHMX 3OBHIlIHIX BIUIMBIB TaKOX MOXe
CIlocTepiraTucs 3arajlbHa Jjenojispusauis, abo rineprossapusanis
MeMOpaH K/TiTUH 3apPOJIKiB.

XapakrepHumy 3minamu ayuHamiku TMII 3apopkiB B'IoHa Ipu
Ail KaTiOHIB B@XKMX METATiB Y IpPOBENEHMX HOCTIKEHHAX Oymm:
3arajibHa Jlello/Apyu3aliss MeMOpaHM, 3MEHIIEHHsA aMIUITYAu Ta
301/IbIIIEHHS TIePio/ly KOMMBAHb OTEHIiasy.

Cxoxi sminm pguuamikn TMII 3apopkiB BloHa omucaHi B
nitepatypi (E.A.Toitma, 1993; E.A. Toitna u pp., 1989): mogibue 3a

XapakTepoM 3MiH 3MeHIIeHHS aOCOMIOTHUX 3HAYeHb MOTeHIany 3i
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36epe>keHHAM KONMMBaHb CIOCTepiranocs mpu fil oyabainy, To6To mpu
inribyanni Na', K'-AT®-a3y, ska € interpanmpuum 6inkom Na', K'-
nomny. 3acBiueHo, 10 BHECEHH:A OyabaiHy B KOHIJeHTpalii 10* M B
cepepoBuille iHKyOamil 3apoAkiB BIoHa B Iepiof APOOIEHHA
O1acToMepiB  3yMOB/IIOE BMHVKHEHHs JenonApusalil MeMm6panu,
HE3a/IKHO Bif crafil po3BMUTKY, Xo4a IIMOMHA [eHo/IApuU3alLil
samexxana Bif piBHa TMII Ha crapil, xonmm BHOCuIM iHribiTOp.
Joseneno ue i B inmmx niteparypanx gauux ([.P. bepuramswmm n fp.,
1974).

3HIDKEHHA 3HaueHb IIOTeHIjialy Ipy #Ail KaTioHiB Takmx
Ba)XKKIX MeTaiB, SIK cpi6no, 30JI0TO Ta UMHK, CIIOCTEPiraan JOCIigHNKN
I'pysina, Kapamymxa Tta cmiBasropu (T.I. I'pysuna u pmp., 1997;
B.JM. Kapamymka wu pap., 1991), pmocmimkeyiounm Oakrepil. Bounm
3ayBOXWIM, IIO TaKa [eNonApu3alis 30iraeTbcs 31 3HIDKEHHAM
aktuBHOCTi Nat, K'—-AT®-a3n.

BBaxaemo, 110 AoLinbHO Oyn0 6 JOCHIAMTH, SK BIUIMBAIOTh
KaTiOHM Ba)XKMX MeTaliB Ha akTuBHicTb Na', K'-AT®-a3u sapopkis
B’IOHA.

HanpIimMm JOCTiIKEeHHAMY BCTaHOBJ/IEHO, 110 aKTUBHICTh Na*,
K*-AT®-a3su MeMOpaH 3apoAKiB B'IOHa 3MEHIIYETbCA [0303a/IEKHO
BHACJIiJOK BIUIMBY KaTiOHIB [OCHTI/PKYBaHMX METa/liB: HalIMEHIIOK
axktuBHicTh Na*, K*-AT®-a3u 3apozkis 6yr1a npu fiii KaTioHiB MeTamiB y
KOHIeHTpauisax 10* M, Hait6inpr HaOGMOKEHOH [O AKTUBHOCTI B
KOHTPOJIi — Ipu il KaTioHiB MeTasiB y KoHIeHTpanii 10° M. Hait6inpur
CYTTEBE 3HIDKEHHA AaKTVMBHOCTI CIIOCTEpIrajocsi BHACHIJOK BIUIMBY
KaTiOHIB HiKe0 Ta KafMilo, TOOTO 3a TMX CaMMX YMOB, 3a SKUX Oy/IO
3apeeCcTPOBAHO HaOINIbII BUpaXKeHe 3MEHIIeHHsI aOCOMIOTHNX 3HaYeHb

TMIIL.
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SAxmo nopiBHATK 3MiHM B 4aci aktmBHOCTI Na¥, K'-AT®-a3u
3apofiKiB B’IOHA IIPOTArOM Iiepiofy Apo6IeHHs On1acToMepiB Ta
3araznpHy TeHpeHIio 3MiH TMII (TpeH[) MPOTATOM TOTO X IEpiofy, TO
CTa€ OYEBUAHO, 10 XapaKTep 3MiH IUX [JBOX IIOKAa3HUKIB 3a HasIBHOCTI

KaTiOHIB Ba)XKVX MeTasIiB € nofiouum (puc. 2.7-2.12).
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Puc. 2.7. 3MiHM aKTMBHOCTI Puc. 2.8. 3MiHM aKkTMBHOCTI
Na*, K*-AT®-asu (a) Tta piBHA Na*, K*-AT®-asu (a) ta piBHA
TMII (6) npu gii karionis Ni** B TMII (6) npu pii xarionis Co?* B
KOHUeHTpanisax 10° M (kpusi 2) i KOHUeHTpanisx  10° M (xpusi 2)
10° M (xpuBi 3), HOpiBHAHO 3 i 10* M (xpusi 3), HOpiBHAHO 3
KOHTpoOeM (KpuBi 1). KOHTpOseM (Kpusi 1).

*_p<0,05* - p<001 * - p<0,05,* - p<0,01
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Ha puc. 2.7 306paxeno 3minu aktuBHocti Na*, K'-AT®-asu
(a) Ta pmuuamiku TMII 3apopkiB BroHa (6) 3a HasBHOCTI B
iHKy0auiilHOMY cepeJJOBMUIIli KaTiOHIB HiKeI0, IOPiBHAHO 3 KOHTPOJIEM.
BriuB KaTioHIB HiKelI0 y KOHIEHTpanil 10°® M Befe 70 MOMIiTHOTO
3MeHIIeHHd fAK akTuBHOCTI Na', K'-AT®d-asyu, Tak i abCOMIOTHUX
3Hadedb TMII, sike crae Oinbll BUpaXeHUMM i3 30iTbIIEHHAM
KOHIIEHTpallil KaTiOHiB MeTany Mo 10° M. V[MOBipHo, 0 B TOM
MOMEHT, fK B KOHTpomi Ha crapiax VI-X mopginy 6macromepis
akTyBHicTb Na*, K'~AT®-a3u Ta 3HaYeHHA NOTeHIliay 30i/IbIIyI0TbCH,
B pasi il KaTiOHiB HiKeI0 Ha LUX CTaflifiX CIOCTEPIraETbCs 3MEHIIEHHA
3HaYeHb OOMIBOX IMOKA3HUKIB.

3a yMOB BIUIMBY KaTioHiB Kkob6ambry (pmc. 2.8) 3MiHM €
ORiOHMMMY, ajle MeHII BYpaKeHUMM. JHaYHe 3MeHIIEeHHS aKTUBHOCTI
Na*, K'-AT®-a3u (a) ta pias TMII 3apopkiB (6) cipuunHSB BIUTUB
KaTioHiB K06anbTy B KoHIeHTpauii 10* M. Bmmms karioniB Co** y
KOHUeHTpanii 10° M OyB MEHIII TIOMiTHVIM.

Ha puc. 2.9 306paxeno sminn aktuBHOcTi Nat, K'-AT®-asn
(a) Ta puuamikun TMII 3apopkiB B'IoHa (6) yHAC/IiOK BIUIMBY KaTiOHIB
Maprauuio B KoHueHtpanii 10° M ta 10 M, OpiBHAHO 3 KOHTPOJIEM.
OueBypiHO, 1O BIUVIMB KaTiOHiB MapraHIl0 3yYMOB/IIOE 3MeHIIEHHA
aktuBHOCTI Na*, K'-AT®-asu (a) i 3MeHIIeHHA aOCOMIOTHUX 3HAYEHD
norenuiany (6). 3MiHM € Oinbll BuUpaKeHMMM IIpyu Aii KaTioHiB

MapraHIfio B KOHI[eHTpaii 10° M.
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Puc. 2.9. 3MiHUM aKTUBHOCTI Puc. 2.10. 3MiHU aKTUBHOCTI
Na*, K'-AT®-asu (a) Ta piBHA Na*, K*-AT®-asu (a) ta piBHA
TMII (6) npu gii kationis Mn?** B TMII (6) npu gii kaTioHiB Sn** B
KoHUeHTpanisx 10° M (xpusi 2) i KoHLeHTpanisax 10° M (kpusi 2) i
10° M (xpuBi 3), HOpiBHAHO 3 10* M (xpusi 3), mOpiBHAHO 3
KOHTpOeM (Kpusi 1). KOHTpO/IeM (KpuBi 1).
* _p<0,05,** - p<0,0L *_p<0,05** - p<0,0l.

Pesynbratu BIVIMBY KaTiOHiB O/lOBa Ha [JOCHIKyBaHi
MIOKa3HMKM IOKasaHO Ha puc. 2.10. Li 3miHm, Ak i B momepepHix
NPUKIAJAX, € 3a/IEXKHVMMM Bifl KOHLIEHTpaLlii: Ipu il KaTioHiB 0/10Ba B
KoHueHTpanii 10° M aktusHicts Na*, K'-AT®-a3n 3apopkis B1oHa (a)
3MeHIIyBanach, 5K i abcomorHi 3HaveHHs TMII (6). 3a HasBHOCTI
KaTiOHIiB 0710Ba B KoHIleHTpawii 10* M nenonspusaris meMbpanu 6yna

6i1b1II BUPaXKeHOI0, 5K i 3MeHIIeHHs akTUBHOCTI AT®-asnm.
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BriuB karioniB nuHKy (puc. 2.11) 3ymMoBioBaB nofiOHi 3MiHN
Ak aktuBHOcTi Na', K'-AT®-asu (a), Tak i 3HaueHb NOTeHIiany
3apoakiB B'roHa (6). IIpmdyomy y pasi BBy KaTioHIB IMHKY B
KoHIeHTpanii 10° M ui 3miHm 6yam 6inpin CcyTTEBMMM, HDK IIpM
KOHIeHTpallii KaTionis 10 M.

Ha puc. 2.12 306paxkeno 3minn AT®-asHoi akTuBHOCTI (4) Ta
puHamiku TMII 3apoaxkis B'IoHa (6) 3a YMOB BIUIVBY KaTiOHIB KafMiro.
AxtusHictb Na*, K'~-AT®-a3u 3apopkis npu fii nux KatioHis, Ak i mpu
[l KaTiOHIB HiKe/II0, 3MEHIIYBaaach CyTTEBIlIE, HDK YHACTIJOK BIUIMBY
KaTioHiB iHImMMX MeTajniB. SIK i B IHmMMX AOCTigaX, BIVIMB KaTiOHIB
KajMito B KoHIeHTpalii 10° M npuBoauB 1o 6i/1bIil 3HAYHMX 3MiH 000X
[OKA3HUKIB, HDK BIUIVB KaTiOHIB Ka/jMif0 B KOHIeHTparii 10° M.

OTxe, 3araloM MO>XKHaA CKasaTM, IO [if KaTiOHIiB BaXXKUX
METAJIiB NPUBOAMIA [0 3aIEXKHOTO Bifi KOHIEHTpalil 3MEHIIEHH:
aktuBHOCTi Na', K'-AT®-asu i g0 mopi6bHOro 3a xapakrepoM 3MiH
3MeHIIeHHs1 abcomoTHMX 3HaueHb TMII 3aponkiB B'IoHa Ha crapil
npobnenHs 6nmacTomepiB. binbir BupakeHe 3HIDKEHHsS aKTMBHOCTI
(depMeHTy IOMIM IPOCTEXyBalmu B OUIBLI CYTTEBIill [emonApusanii
MeM6pann. IIpudomy, sakimo B KoHTposi akTuBHICTb Na¥, K'-AT®-a3n
3pocTana Bifi 3alUlifHeHHA [0 cTafii 64 OmacTomepisB, TO 3a yMOB
BIUIMBY KaTiOHIB MeTa/iB aKTMBHICTb I[bOTO (pepMeHTy 3MeHIIyBanach
ab0 3pocTaza He3HAYHO MPOTATOM INepiofy ApoOIeHHs, AK i abcomoTHI

3HaueHHA TMII 3apopkiB y HOpMi Ta npu [iii KaTiOHIB B&)KKUX MeTaliB.
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Puc. 2.11. 3MiHM aKTUBHOCTI Puc. 2.12. 3MiHU aKTUBHOCTI
Na*, K'-AT®-asu (a) Ta piBHA Na*, K*-AT®-asu (a) ta piBHA
TMII (6) npu pii karioHiB Zn*' B TMII (6) npu pii xarionis Cd** B
KoHUeHTpanisx 10° M (xpusi 2) i KOHUeHTpaisx 10° M (kpusi 2) i
10° M (xpusi 3), mopiBHsAHO 3 10° M (xpuBi 3), mopiBHAHO 3
KOHTpo/eM (KpuBi 1). KOHTpOneM (KpuBi 1).
*_p<0,05* - p<0,01 *_p<0,05,* — p<0,01

Amnanisyoun INpoBefieHe IMOPiBHAHHA, MOXXHa BBaXXaTH, LJO
inribyBanna Na', K'-AT®-asu karioHaMy JOCTIIKYBaHMX BaXKKUX
MeTajliB MO)ke OyTM OJHI€I0 3 OCHOBHUX Npu4MH 3MiH piBHa TMII
3apoAKiB B’I0OHA BHACMOK BIUIMBY KaTiOHiB BaXXKMX MeTasliB.
InrioyBanna Na', K'-AT®-asu kaTioHaMum BaXXKMX MeTTiB MOXe
3I{/ICHIOBATICh, 30KpeMa, LIUIAXOM 3B’fA3yBaHHA KaTiOHIB MeTaniB 3
cipkoBmicaumu rpynamu ¢pepmenrty (JI.C. BoBkanny, J1.O. [Jyouipxnii,
1998; J1.O. Jyounpknii, J1.C. Bopkanny, 2000; G.H. Zhang et al., 1990).
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Hosemeno (J1.O. HOy6unpkuii, JI.C. Boskanmy, 2000; 2001;
2003), mo inribyBanbHi edekTy KaTioHiB MeTalTiB Ha TpPaHCIOPTHI
CUCTEMU MeM6paH 3a/1eXXaTh BiJ IXHIX (biSMKo—xiMquMX BJIACTUBOCTEI,
30KpeMa, Bifi IOHHOrO pafiiyca, €HTajbMil rifiparanii, KOHCTaHT
CTIIKOCTI KOMIUIEKCIB MeTaliB 3 6ioniragmamu, SH-mirangamm.

3rifHO 3 Teopi€r JKOPCTKMX i M'SKMX KUCIOT i1 OCHOB,
pospobnenorw Ilipconom (IO.A. Epmos, T.B. Ilnerenesa, 1989),
KaTiOHM MeTa/liB 3 BE/IMKOKI €/IeKTPOHHOI OOOTOHKOI aTOMIB, IO
JIETKO HOJAPU3YIThcA (M 'AKi Kucnotn JIbroica), BUCOKOCIOpigHeH] 3
MAKVUMJM OCHOBaMM, IO MAalOTb HM3bKY e/IeKTPOHEeTaTUBHICTD,
30KkpeMa, 3 rpynamu —SH i -SR (}0.M. Topunnuckuii, 1977). Bignosigno
IO TPUIYILIEHHA L[bOTO KafMill Ha/JIeKNUTDb IO M SIKUX KUC/IOT, HiKesb,
IUHK, OJIOBO, KOOQIbT — [0 IPOMDKHUX, MapraHellb — >XOPCTKa
kucnota (F0.A. Epmos, T.B. ITnerenesa, 1989). Crae sposyminum, yomy
MapraHelp BIUIMBAa€ Ha akTuBHICTb Na', K'-AT®-a3n HalimeHmie, a
KagMiit — Haibinbie. O4eBUAHO, TaKi pe3ynbTaTy IIOB’s3aHI came 3
YTBOpPEHHAM KomiiekciB meraniB 3 SH-rpymamm Na', K'-AT®-asn.
BrinB Ha aKTMBHICTD (DepMEHTY MeTasliB, 110 HA/IeKATh KO IIPOMDKHIX
KICJIOT, BUPa)XEHUI I10-Pi3HOMY, L0 3a/IeXKUTh, MOXX/IMBO, Bifj iHIINX
¢isnKo-XiMiYHNUX BIaCTMBOCTEN! LIVIX METAIiB.

Opepsxani pesynpTati mopmo iHribysanusa Na', K'-AT®-asu
KaTiOHaMM Ba)XKMX METajliB 3HAYHO IiATBEPIKYIOTbCA 3MiHaMU
YIBTPAcTPYKTypy 671acTOMepiB 3apojKiB B'I0Ha, sAKi Oy iHKyboBaHi 3a
HaABHOCTI KaTiOHIB 3aCTOCOBaHMX BAKKMX METaJliB.

KpiM CcTpyKTypHUMX NOLIKOIXeHb OpraHen OmacToMepiB 3a
YMOB BIUIMBY KaTiOHiB BaKMX MeTaJliB, CIIOCTepiraBcsa HaOpAK
LUTOIUIa3MI Ta opraHen 6macromepis. Haitbinbiue Taki sminm Oymu

BUpaXeHi Ha cTafil 16 6/acToMepis Ta cragii mopynu. ITpoctexysanmu



76

3MEHIIeHHSA XBIWIACTOCTI IUIa3MaTWYHOI MeMOpaHM, IIOPiBHAHO 3
KOHTPOJIEM, pO3pifKeHHs riamoriasmu, Habpsk opranen. Ile,
OYEBMIHO, TIOB’SI3aHO 3 HA[MIpHUM HaAXOKEHHAM BOAM Y KIITHHY,
AKe CympoBOMXKYye BXifi y kmituny itonis Na® (E.A. Toiima, 1993).
Hapmumoxk Bogum B  LUTOIIasMi  MOXKe 6yTI/[ OB A3aHMII 31
3MEHIIEHHAM BMXO[Y 3 KIIITMHM JOHIB HATpilo, WO CBiJYUTDL IIPO
IIOPYUIEHHA aKTMBHOTO TPAHCIOPTYBaHHHA, AKE BUBOJLUTH HAJIMIIOK
Na* 3 kiTuHY, a 0TKe, — PO 3HIDKeHH: akTUBHOCTI Na*, K'~AT®d-a3n
BHAC/IIOK JOC/I/I)KYBaHNX BIUIMBIB.

IlixaBuM pesynbTaTOM, ONEP>KaHMM YHACHiJOK IIPOBEJEHUX
IOCTiKeHb, € 30inpiienHs nepiony konmuBanb TMII 3apopkiB B'roHa
4yepes BIUIMB KaTiOHIB [JOCHIIPKYBaHMX MeTaliB, IIOPiBHAHO 3
KOoHTpormeM. fIk Oy/0 BCTaHOB/IEHO 3a JJOIIOMOTOI0 CIIEKTPaTbHOTO
aHajisy, 30iIblIeHHA mepiofy (3MEHIIEHHS 4YacTOTY) KO/NIMBAaHb
IIOTeHLialy CIIOCTEpira/Mmch Yy BCiX [OCHigax BIVIMBY KaTiOHiB
HOCTiIKyBaHMX  MeTamiB. HaricyTreBime 36inplieHHs  Iepiomy
BifOyBamoca y pasi BIUIMBY KaTiOHiB Hikemo, 0/l0Ba Ta KajMio,
HallMeHII BUpaXeHe - Inpu #Aii KarioHiB kobambry. OCKinbkn
TPUBATICTb Iepiofly KONMMBaHb IMOTEHIiany 30ira€Tbcst 3 TPUBATICTIO
KT TUHHOTO LMKy 3apOfKiB B’I0HA, 301/IbIlIeHH IIepiofy CBifYnTh Ipo
CIIOBi/IbHEHHS PO3BUTKY 3apojKiB. Lle 6y/o migTBepKeHO BidyaTbHIM
CIIOCTEPEXEHHAM Il 4aC PO3BUTKY 3apOAKIB Ta JMYMHOK B'IOHA 32
JIOTIOMOTr010 6iHOKY/IAPHOTO MiKpPOCKOIIA.

JInmumuky B’toHa y Biui 10 #i6, sKi po3BUBaIUCh Y HOPMATbHUX
yMoBax, OylM pyX/IMBUMM, Maayu IOJOBracty (Gopmy Tina, po3BUHEHi
wiaBli Ta 310pa, BUpaxeHy mirMeHTanilo (puc. 2.13). JKoBTKOBOTO

Mixypa Ha 1ii1 cTaii He 6y0.
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JIN4MHKM TOTO 3K BiKY, IO PO3BMBAIMCA 3a HAsABHOCTI B
iHKyOaLiliHOMY cepefjOBUILi KaTiOHiB BaKKMX META/IiB B KOHIIEHTpaLil
10° M, manmm meBHi aHoMmanii po3BurKy. JJobpe mnomitHuM 6yno
Bi[JICTABaHHA PO3BUTKY LMX JMYMHOK, ITIOPIBHAHO 3 KOHTPOJIEM: BOHU
Maqy MeHIIi po3Mipy Ta 3a/JMIIKM >KOBTKOBOTO Mixypa (pumc. 2.14-

2.17).

Puc. 2.13. JInumuku BloHa y Biui 10 fi6, sAKi po3BUBamUCh y HOPMAaIbHUX

yMoBax

Y TakuxX NIMYMHOK CIIOCTepirany CYTTEBI Bafiu PO3BUTKY, a
caMe: BUKPVBJICHHSA Ta IepeKpydeHH: xpebta (puc. 2.14), sepopmariro
KIiCTOK 4epemna Ta 30iblileHHs po3MipiB ronosu (puc. 2.15), sHaYHMIT
HaOpsiKk 4epeBHOI mopoykHMHM (puc. 2.16), HemOpPO3BMHEHI IUIaBIY,
3g6pa, Bycuku (puc. 2.17). JImumHKm Oynm  MamoOpyXIMBUMI,
CepLieOUTTS CIOBiNbHEHE.

Taki aHoMarii pO3BUTKY IMYMHOK B’I0OHA BUAB/ICHO IIPUOIN3HO
B 25-30 % 3apopKiB, 110 36ira€Tbcst 3 JaHUMMY, 1O Oy/IM Ofiep)kaHi Ha
sapogkax X. laevis (M.C.Plowman et al, 1991; 1994; FW.Jr.

Sunderman et al., 1991; 1992; 1995; 1996). Pelira 1M4nHOK, B AKUX He
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criocTepirany  BMpaXeHi  aHomamii  po3BmTKy, Oymm,  OfHAaK,

MaZIOpYX/IMBUMMN, IXHS 1Lu<1pa 6y}1a HE€3HAYHO mirMeHTOBaHa,

IIOPiBHAHO 3 KOHTPOJIEM.

Puc. 2.14. Anomanii posBUTKY Yy Puc. 2.15. AHomarnii posBUTKY y
JIMYVHOK B’IOHA, IO PO3BUBAIUCH 32 JIMYMHOK B’IOHA, 1[0 PO3BMBA/IUCD 32
HAABHOCTI oHiB Hikemo (107 M) HAsBHOCTI JIOHIB MapraHio (10° M)

Puc. 2.16. AHoMmanii po3BUTKy y Puc. 2.17. AnoMarii po3BUTKY y

JIMYMHOK BIOHA, IO PO3BUBAIUCH 32 JIMYMHOK B’IOHA, IO PO3BUBAIICH
HasABHOCTI 11OHIB Kagmiro (10> M) 3a HaABHOCTI i10HiB onoBa (10> M)
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Ockinpkn 3apopkyu B'oHa Missgurnus fossilis L. € mocutb
YyTIVBMM O0’€KTOM LIOAO 30BHIIIHIX 30ypeHb, 30KpeMa, AMHAMiKa
iXHPOrO  TpaHCMeMOpPAaHHOTO  IOTEHINialy CYTTEBO  3MiHIOETHCA
BHAC/TIIOK BIUVIMBY Pi3HMX pe4oBuH, 30kpema ropmoni (E.A. Toiiza,
1993), ¢akropiB pocry (E.A. Toitma u pp., 1981), aHTMOiOTHKIB
(H.M. boriixo, [I.I. Canarypcpkuii, 2000; E.A. Toitpa, 1993), xarionis
Baxkux Meranis (H.M. Boiiko, JI.1. Canarypcpknit, 2000; H.M. boiiko
ta im, 2002), ta Takux ¢ismuyHux d¢akropis, Ak BigMiHHI Bix
HOPMaJIbHIX YMOB TeMmepartypa Ta aTtMmocdepuuit Tuck (E.A. Toiina,
1993), MOXXHa 3aNIPOIIOHYBAaTM ILieil OO’€KT fAK TECT-CUCTeMY IIpK
BUBYEHHI BIUIMBY pi3HUX (apMaKOIOTiYHMX, XiMIYHIX Ta 610/I0TiYHIX

cybcTaHIill Ha XXWBi 00’ €KTIL.

2.4. be3nepepBHe PEECTPYBAHHS
™I

Ina oTpuManHsA OesnepepBHOI iHpopMarii
BIIPOIOBXX BCbOTO IM€PiOAy PaHHbBOIO PO3BUTKY 3apOAKiB IIpuU
MiHiMa/JIbHOMY TOpyLIeHH] iXHbOI Mopdosoridynoi i ¢yHKIiOHaTBHOI
LiTiCHOCTI, BUKOPMCTAaHO MeTOAUKY peectpyBanHa TMII, nobpe
anpo6oBany Ha pocnumHHMX o6’ektax (B.K. Appuanos u fp., 1968), 3
YaCTKOBOI  BjIacHOI0  Mopudikaili€lo, BiNOBifHO 7O  BMUMOT
HOCHIiPKyBaHOTO 00’eKTa. 3arajibHa OJI0K-CXeMa YCTaHOBKM JJIS
OJTHOKAaHA/IbHUX BifiBelleHb 300pakeHa Ha puc. 2.18. baraTokaHanbHi
BiJIBEEHHS CK/IAJal0TbCA 3 aHA/JIOTIYHUX €/IeMEeHTIiB, SIKi 3aMUKAaIOTbCs
Ha JOCIipKyBaHOMY 00’€KTi, B HamoMy pasi — ikpa B’loHa (puc. 2.18 6,

2.19).
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KioBeta 3 of’ekrom pmocmimkenus (puc. 2.18 6), sxuii
3HAXO[UTBHCS B arapoBomy Ooui (puc. 2.18 0), >KOPCTKO KpilMUThCs Ha
wiatdopmi, AKa MEXaHIYHO repeMilllaeTbCs B TPbOX
B3a€EMHOINEPIEHANKYIAPHUX HampsAMax. lle Jdae MOXXIMBICTD TOYHO
mifBect 00’€KT 10 Mikpoenektpopma (puc. 2.18 a), skuit €
Mmikpominerkolo 31 ckma “Ilipexc”, 3amoBHenoro 2,5 M KCI
(ILT. Kocriok, 1960; P.M. Mewmepcpkmit, 1960). Bursramu
MiKpoeeKTpoiu Ha ycTaHoBLi 143-3. [Ina po6OTH BUKOPUCTOBYBAIN
eJIeKTpoAy 3 KiHumkoM MeHmle HiXX 1MKM i omopom 20-50 Mom.
JJOaTKOBMM KpUTEPi€EM XOPOILOI AKOCTi MiKPO€/IeKTPO/iB BBa)KalOTh
iXHi XapaKTepUCTUKY KOHYCOIJa/IbHOCTI i 3ammc “yMOBHOTO Hy/IsA 3
MiHIMaIBHUMM IIyMaMy i ApeiipoM. 3alOBHIOBAIM MIKpOENIeKTPOAU
6esnocepennbo nomimatoun ix y 2,5 H KCI, ockinpkn i BOHU MicTATDH
BHYTPiIIHbOE/IEKTPOJHI  KallilApM, IO  COPUAIOTb  IIBUAKOMY
3alIOBHEHHIO. BifoMmi 71 iHIIi cocoOm 3amoBHEHHs MiKpOENTeKTPOJiB,
AKi MOTpeOyIOTh HOBIIOrO dYacy i migroroBumx pobir. Emexrpopmm
bikcyrorp  y  cmenjanpHOMy  yTpumyBaui  (pmc. 218 2)
Mmikpomaninynaropa IIIM (puc. 2.18 3). 3a 0IOMOro0 HbOTO BBOASATD
MIKpOENIeKTpOy| Y 3UTOTy LIIAXOM iMIyIbCHOTO a60 I/IaBHOTO iOTO
nepeMmilieHHA. BBogumm MikpoenekTpony y 1mosi 30py 6iHOKyIApHOTo
Mmikpockomna MBI-1 npu 36ib1eHHi B 32 pasu.

HocnmimxyBanuii 06’€KT - 3UTOTy BIOHA, 3aKpilleHy B
arapoBoMy Ooni, - HoMiljamyM B KaMepy, 3allOBHEHY pPO3YMHOM
Tonbrdperepa. Y MOMEHT IPOKOJY IVIa3MaTMYHOI MeMOpaHV 3UTOTU
KiHYMKOM MiKpOeTeKTpojja IPOCTEXKYETbCA Pi3KMil CTPUOOK HEABHOTO

MOTeHLiaTy, AKii aoOpe BiHO Ha ikt pH-merpa (pH=340) (pic. 2.18 5).
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Lo Bemmuyny TMII i panpmi 3mimm ii B dwaci peecTpyBany Ha
piarpamuin crpiuni camommcus KCII-2 (puc. 2.18 6). Bukopucrasni
HamMy Yy BuMiproBanbHiil cucteMi pH-merp i camommcenps KCII-2,
Bi[IIOBifJal0Th BMMOIAM Y3rOIPKEHHA BXilHMX 1 BUXiJHMX OIIOpiB,
HAIIpPYT i CTPyMiB MiXK €/leMeHTaMy B JIAHII.

Hna MIpOBeNeHHA €KCIIEPUMEHTY BMKOPMCTOBYIOTb
AfLexITMHY i 3apoaku B’ioHa Misgurnus fossilis L., ogepkani 3a
meropukoio Heiidaxa (A.A. Heitdax, 1959). Y mabopaTopHux ymoBax
pub yTpuMmyioTh Ipu Temmeparypi +4--5°C. [Ina oTpuMaHHA iKpu
caMKaM I0oM s130BO BBOZATb 500 MO XOpioroHiYHOro roHafgOTPOIIHY.
OBynanisa wHactynme depes 36 roguH mpu Temneparypi +19--20 °C.
3urotrt iHKybytorp mpm Temmepartypi +20--22°C y posumHi
Tonprdperepa. Cragii po3BUTKY KOHTPOTIOIOTD Bi3yanbHO.

[Ticns opniel rogwHy iHKyOauii 3UroTM IpM TemIepaTypi
+21,5°C 3’'aBnAKOTbCA Heplii ABa 61acToMepy 3apofiKa, NPUYOMY
00opo3Ha IepUIOro MOAiMTy J[pOOTIeHHSA IPOXOAUTb MepUJianbHO.
3rofoM BiK 3apojKiB BUMIpIOIOTh ab0 YacoM Mic/A 3aIuliffHeHHs, abo
HOMEpOM IIOfiiB 6/macToMepiB, a0 YUCIOM T, — YMOBHUX OJVHMIIb
“mernad”, mo Oymu Ha3BaHi Ha 4eCTb aBTOPIB, SAKi IX 3aIPONIOHYBAIN
(T.A. Jernadp, A.A.Jlernadp, 1960). Bemnumna T, — Ije TpUBAIICTb
OZHOTO MITOTMYHOTO LMKIy B IIepiofi CMHXPOHHUX [poOleHb 2-
4 6nmacTomepiB, sKa Iy B'IOHA Ipu Temrepatypi +21,5 °C cTaHOBUTD
31 xB. Tax, depes 1,5 rom micna sammigHeHHS, a6bo yepes 3 To,
BinbyBaerbca Il mopim: kinbkicte GmactomepiB - wotupu. boposHa
ApYroro Mofily TeX MepujianbHa, aje IPOXOAUTb MePIEeHANKYIAPHO
mo 6oposHu nepioro gpobnenns. Yepes 2 rox (4 1., 111 mopxin) sapomku

MaioTh BiciMm 6mactomepiB, a uepes 2,5 rom (5 1., IV mogmin) -
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IIiCHALATD, NPUYOMY i IIi OGOpPO3HM NPOXOAATH MepUiOHAIBHO i
HepHeHANKyIApHO nomnepenHivM. Yepes 3 rop (6 T,, V mopin) sapopkn
AB/SIIOTH Co6010 32 Grmactomepy, ame 6GOpo3HA IUATOrO IOAINY
IIPOXOANTD IIapajie/IbHO €KBATOPY >KOBTKA, B pe3y/JbTaTi 4Oro Ha
aHIMa/JIbHOMY IIOJIIOCI YTBOPIOETbCA “LIAIIOYKA , TOOTO O6IaCTOAMCK,
KIITMHM SIKOTO IIfe He BiffineHi Bif >koBTKa MeMbOpanamu. [licis 3 rog
K/TITMHM HVDKHBOTO LIAPy TOPKAIOTHCS JKOBTKA 0e3locepefHbO CBOEIO
6a3a7IbHOI0 YACTMHOIO, @ BEPXHi OTOYEHi 3 ycix 6OKiB NIa3sMaTMYHVMUI
MeMmOpaHamu. Brepiie 3’MBASOTbCA  AKiCHI  BigMiHHOCTI  MiX
6nacromepamu (E.A. Toitma, 1993). Ha nactynHilt cragil npo6neHHs
(7 T, VI mogin) sapomox mae 64 6macromepy, ski po3milieHi gBomMa—
TpbOMa IIApaMM i YTBOPIOIOTh “BMCOKY LIanouky . Uepes 4 rop micis
samtifHeHHs (8 T,, VII mogin) 3apopku Matots 128 61acTomepis, yepes
5 rop (10 T,, IX mopmin) — 512 6macroMepiB, AKi YTBOPIOIOTD MOPYIIY.
ITicnsa wi€l cragii nopiny BinOyBaeTbCs feCMHXpOHi3allis KapiokiHesy B
pisHUX KmiTMHaX, a Ha cragil 12 v, (XI nopin) ¢gopmyerbcsa paHHA
Omactyna - “mamnoyka’ 6nacToMepiB 3MilIMAaEeTbCA HaJ >KOBTKOM,
30BHIIIHI 6macromepu yTBOpIOOTH emibmact. Ha wmiit  crapil
IIOYMHAETbCA ACMHXPOHHUI IIOAINA Afep, Najae MITOTMYHMI iHMEKC.
[Tounnaerbcs intencuBHuit cunre3 PHK i mopdorenernyna ¢ynkuis
Aapep.

Came Ha Wit crapgii, depe3 6 Toj Micias 3alUligHEHHS,
3aKiHYY€ETbCSI PEECTPYBAHHSA TPAaHCMeMOPaHHOTO NOTEHI[iay 3apOJKiB,
OCKi/IbKM B Iielf Jac IIOYMHAETHCA [IeCMHXpPOHi3arnia kommBanb TMII,
sgKa 30iraeTbcs 3 [JecMHXpOHi3aljielo mopniniB smep, a TMII mae

NOCTiViHMII piBeHb — 60 MB.
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PeecTpyoTh piBeHb MeMOpaHHOTO IIOTeHIIiany 6e3nepepBHO
IIPOTATOM 6-7 TOf PO3BUTKY 33apOAKIB. 3[ilICHIOIOTb pEeECTPYBAHHS 3a
JOTIOMOTOI0 Ii/ICU/II0OBAYiB, AKi MyCATb MaTU BMCOKOOMHMIA BXif — 20—
40 MoM (II. Kocriok, O. Kpprurans, 1981; WM. Marypa, 1981;
P. TlepBmc, 1983). 3ammcyBaTy eleKTpMYHi CUTHAIM, OTPMMAaHI Ha

BMXOJIi MiJCMTIOBaYa, MOJKHA Ha Pi3HUX HOCIAX iHdOopMaIrii.

2.5. Bu3HaueHHs1 aKTUBHOCTI
Na*, K* —akTuBoBaHoi,

Mg** —3anexHoi AT®—azu

B 20MO2€HaTi KAITUH 3apOgKiB

B/IOHA

Axrushicte Na', K'-aktnBoBanoi, Mg*'-
3aJIeXHOI afjleHO3MHTpUoOCharasn, ska pasoM 3 rigpomizom ATO
OioxiMiYHO IIOB’A3aHa 3 MeXaHi3MaMM TeHepyBaHHA  pi3HuMI
HOTeHIia/IiB 30yA/IMBMX MeMOpaH, Y TOMOTeHaTi K/TiTHH 3apOJIKiB B'IOHA
BM3HAYAIOTh 3a CTaHZapTHOI Metopukoio (M.J. ITpoxopoBa, 1982), 3a
pisHMIIeI0 aKTMBHOCTeil 6e3 oyabaiHy Ta Ipy JOro HOfaBaHHI.
Buacnifox rigponisy AT® mnpu gii AT®-asm HarpomamKyeTbcs
Heopraniuyauit pocdar (P,). Bin mepeTBoproeTbcsa MOTIOMEHOBOKNCTUM
aMOHIEM y KOMIUIEKCHY CIIOIYKY, IJO BiTHOBJIIOETbCS aCKOPOiHOBOIO
KICIOTOI 10 MomibmeHoBOi cuHi. IHTEHCHMBHICTH 3abapBIeHHs
IpONOPLiliHA 10 BMICTY Py.

Y xopi BU3HaYeHHA BUKOPUCTOBYIOTb TaKi peaKTUBI:
inkyOamniiiHe cepemosuie — po3unH ['onbrdperepa (Tabm. 2.1);

3 MM posunna AT®-Na, na 50 MM 6ydepi Tpuc-HCl (pH 7,4);
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10 % TpUXIIOpOLTOBY KUCIOTY;

2 % ackopbiHOBY KICTIOTY;
aueratHuit 6ygep (pH 4,5) - 1 M CH;COONa + CH;COOH;
2% (NH4)2MOO4B 0,05 H HzSO4 i 0,001 H CUSO4;

cranpapTamit po3unH KH,PO, (20 mkr P, B 1 mi).

Tabnuus 2.1

Ximiunnii cknap $izioIorivHOro po34MHY A1 XOTOSHOKPOBHUX

- posunny ['onbrdperepa (B.IT. boxxkosa, 1971)

Maca corneit O6’eM MaTOYHOTO
CKIagHMKM Ha 100 M1 MaTOYHOTO PpO3YMHY Ha JIiTp
PpO34YuHY, MI' TOTOBOTO PO3YMHY, M/I
CaCl 11,09 3
NaCl 9,84 60
KCl 7,45 2
MgCl,-6H,0O 20,32 0,5
NaHCo; 8,40 2
CioH160sN, (EDTA) 29,21 5

3apoaKy B'I0HA Ha Pi3HMX CTafiAX PO3BUTKY FOMOTEHI3yIOTb i 3
OJlep>KaHOTO TOMOTEHATYy IeHTpU(YTyBaHHAM Biili/IAI0Th MiTOXOHAPII
ta sappa. OnepskaHi mpoby po3BOAATH BOJOIO TaK, 106 B 0,1 M1 mpobu
BMmicT Oinka He mepeBmiiyBaB 100-250 MKr (KinbkicTb 6inka
BU3HA4YaloTh 3a MeTozioM Jloypi). ¥ mpobipku BHOCATH 1o 0,1 M1 0fHOL
i Toi >x mpobu, JoMMBaIOTh 0 1 My iHKy6ariiiHOrO cepenoBuia i 0,1 M
AT®-Na,. IToriM B 0ofHy 3 KOHTpO/NbHUX NPO6ipok mopmawTh 0,1 M
0,1 MM posumny oyabainy. B mocnmimxysani nmpobu fomaoTh pO3YNHM
coseil Ba)XKKMX METaliB B KOHIeHTpauisx Bix 10* mo 10° M. IIpo6u

inky6yoTh npu Temneparypi +20 °C mpotsrom 20 XB, iC/IA YOTO IS

NPUIVMHEHHA Tifgponmidy il ocajpkeHHA Oinka B HMX gopaoTb 10 %
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tTpuxnoponroBy kucnory (1:1). OcamxkeHmit 6inmox BigfinAoTb
neHTpudyryBanuaMm mpu 2 000 06/xs npotarom 10 xs. [lo HaocagoBol
pinvay, mo Mictuth Py, Axmit 6yB Bigmemnenuit Big AT® mix miero
AT®-asu, gonusatoth 1,5 M1 ajeraTHoro Oydepa — i HeilTpanizarii
TpuxyopouTosoi kuciotu pgo pH 3,9-4,0, 0,2 mn 2 % Moni6)1aTy
amoHifo i 0,2 Mm 2 % CBDKO BHUIOTOBJIEHOI acCKOpOIHOBOI KUCTOTH.
[Tpobu mnepemimryioTe i 3amMinaroTh Ipy KiMHATHIN TeMIlepaTypi Ha
20 xB po mosBu 3abapmieHHA. Ilicna 3akiHUeHHA IbOTO TepMiHY
BM3HAYAIOTh BEJIMYVMHY ONTUYHOI TyCTMHY Ha CleKTpodoTomeTpi npn
moBxuHi xBwi 700 HM. 3a KaniOpyBaIbHOI KPMBOKIO Ta BEIMYMHOIO
eKCTVHIIIi BU3HAYal0Th BMICT HeopraHiuHoro ¢ocdopy B 3pasky. ATD-
asHy akTMBHicTh (y MKMOIAX P./Mr 6inka-ron) po3paxoByHOTb 3a
dopmyoro:
A =6P,/aM,

e Py — BMicT dpocdopy B mpobi, 3HaieHMII 3a KPUBOIO; @ — BMICT 6iKa

B 11po6i; M - MonekysipHa Maca docdopy.

2.6. EAeKTPOHHO —MiKpOCKONiUuHe
gOCAIg>KEHHSI KAITUH 3apOogKiB

B/IOHA

3apozky BI0OHA y CTafiii ABOX i IIICTHALLATI
6macroMepiB Ta Ha 6-iif ToguHi po3BUTKYy (ikcyioTh 1,5 % posunHOM
rIoTapoBoro anbgerigy B 0,2 M kakogunatHomy 6ydepi (pH 7,2) npn
temneparypi +4°C, mpoTaroM TogMHM. 3pasKu IPOMUBAIOTDH
KakogwaatHuM Oydepom i mopmatkoBo ¢ikcyloTb 2 % Ppo3UYMHOM

YOTMPBOXOKICY OCMiI0 B TOMY X Oydepi nporsirom roguuu (t° = +4 °C).
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[ToriMm mpemapatu BigMuBaoTb Bif ¢ikcatopiB i 00e3BOJHIOIOTH Y
3pOCTAIOUNX KOHIEHTpaliAx ermnosBoro crmpty (50 %, 70 %, 90 % i
100 %). JTofaTKoBO 00e3BOAHIOITH y ABOX 3MiHAX OKMCY IPOIITEHy i
HOMIIIJAIOTh B eMTOKCUAHY cMory enoH-812 (B. Yuknn, 1975).

3pisu roTyTb Ha ynbrpamikporomi YMTII-6 3a momomoroio
aJIMasHOTO HOXXa, KOHTPACTYIOTb 2% pPO3YMHOM YypaHijnaneraTy
HpoTAroM 15 XB i JOJATKOBO LMTPAaTOM CBUHLIO 3a PeifHonbmcom
(E.S. Reynolds, 1963).

3pism  mepernamaoTb 1 QororpadyoTh 3a JOIOMOIOI0

€JIEKTPOHHOTO TpaHcMiciliHoro mikpockomna ITEM-100.

2.7. 3minu TMI1 B npoueci
PaHHLOZ20 PO3BUTKY B’IOHA,
NOB’sI3aHi 3 TPUBAAICTIO

KAITUHHUX UWUKAIB

Hani npo nepioguyni xommBanaa TMII mig
Jac 1moginiB 6;actomepis y pisunx tBapus (B.II. boxxkosa u mp., 1971,
1974; D.J. Woodward, 1965;. V.III. KeaBwmamBunu u gp., 1971)
[3aCBi4yIOTh JiTKUMN B33a€EMO3B 130K 3MiH €JIEKTPUYHUX
XapakTepUCTMK MeMOpaHM 3 MITOTMYHOI0 aKTUBHICTIO KIITUH
em6OpioniB. Ileit (eHOMeH HOCUTb YHiBepcabHMII XapakTep, ayie
IIPUPOAY JIOr0 He MOXKHA 3BECTU TiIIbKYU [0 IIPOLECIB IEPEPO3IOAiTy
itoHiB Ha MeMOpaHi 6GmacromepiB (K.A. Kadmanu, A.I. MajneHKoB,
1976), OCKiIIbKM KONMBAaHHS IiXHiX KOHLIEHTpalill BU3HAYalOTh He
TiZIbKY 32 MacUBHOIO inQy3i€lo, aje 1 32 aKTVBHUM TPAHCIIOPTYBaHHAM

4yepe3 MeMOpanu. Ha >kamb, O CbOTORHIIIHBOTO [HS HE OfjepXKaHO
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pesynbraTiB mpo kommBanHA [K*] i [Na'] mporsarom mitoTmyHmx
nuKIiB OmacTomepiB. HeMae TakoX NepeKOHINBUX [aHMX IIOAO
vyactoTn konuBanb TMII y 3apopkiB BIoHa if iHIINX TBapuH IpuU 3MiHi
TeMIy CUHXPOHHMX JpobneHp OmacromepiB. Tomy Hamu 6yno
IPOBeleHO  BU3Ha4YeHHs OesmepepBHOi amuHamikm TMII  npu
HOPMa/IbHOMY PaHHbOMY PO3BUTKY 3apOJKiB B'I0HA, JI0T0 IPUCKOPEHHI
a60 3aTpMMIIi, IOB’sI3aHill 3 TEMIIEPaTypoIo, a TAKOK Ipu Mopudikarii
LIUTOCTATUKOM - KOIXilIMHOM.

3minu TMII 3aponkiB B'IOHA, 1[0 PO3BUBAIOTHCSI HOPMANbHO,
HOCATb KONMBAJbHMII XapaKTep IpM IIOCTYIIOBOMY HapOCTaHHi J10ro
a0CONMIOTHUX BEINYUH (puc. 2.20). Ilepiop KOXHOTO KOTMBAHHSI
cTanoBuTh 30-32 XB i BifIIOBifja€ BeIM4MHI T, 10 BUPaXka€ TPUBAJIICTh
KIITMHHUX [iTeHb ab60 MITO3iB Mif 4Yac CMHXPOHHOTO HAPOO/IeHHs
6macromepis npu temmepatypi +21 °C (I'M. MrnatbeBa, A.A. Kocro-
MapoBa, 1966) 3aBAsAKkM 3aCTOCOBaHill HaMU METOAMII, BHAIOCs
omiepxatu OesnepepBHy KkpuBy puHamiku TMII 3sapoakiB B’IoHa
NIPOTATOM  CiM-BiCiM TOAMH iXHBOTO PO3BUTKY BiJf MOMEHTY
3aIlifHeHHA. BopgHOYac BMAB/IEHO, IO BIPOMOBXK IEPUINX ITATH
rogua po3putky TMII miHseTbcss ¢asHo, TO 306inbLIYIOYNCH, TO
3MEHIIYIOYNCh 3 TepiofoM B 31,5 XB, i cTpuOKomoAi6bHO HapocTaoun
Big BeuuHu — -8 + 12 MB (cTagis 2-4 6macromepiB) o —-66 + —-68 MB
(crapmisn pannboi Omactymm). Ilicns I'ATM TOAMH Big IOYATKY
3aIUIifHEHHA IIOYMHAE BUABIATUCA [efAKa JeCUMHXpOHisamia i
nofgosxeHHA mnepiogy TMII, a micna mecTu TogMH - 3HIDKEHHA
abcomoTHux BemunH TMII na 40-50 %. ITpotsarom ganpumx 30-40 xB
TMII xapakTepusyeTbCsi 3HA4HOIO BapiabenbHIiCTIO, a IIOTIM
ITOBEPTAETHCA IO BeIM4IMH —55+-60 MB, i yrpuMyeThca Ha IbOMY piBH,

ane 6e3 BUPAXKEHUX HepiOI[I/I‘IHI/IX KOJIMBaHb.
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OTXe, HaMM BUSIBNIEHMIT IiKaBUil peHOMEH BifoOpakeHHsI B JMHaMIilLli
TMII xapakTepHMX IOfili paHHBOTO eMOpioreHe3y B’IOHA, LMKIIYHO
3MiHHUX 0pM MiTo3ax O67acTOMepiB 3a/leXXHO Bifi IHTEHCMBHOCTI
MeTabOoiYHMX IPOLeCiB, 1[0 MAIOTh, IMOBIpHO, /10 reHepyBanHs TMII
6esnocepente BinHomeHHA. 1[J06 mepekoHaTUCA B 3B’A3Ky KO/NMBaHb
TMII 3 TemnioM fpo6ieHHs 61acToMepiB, 6yI0 IPOBefieHO TaKy cepilo

MOCTiTiB.

2.8. BnAuB Temnepartypu
iHKy6auiliHo20 cepegoBuwa
Ha putmiky TMI1y 3apogkiB

B'IOHA, WO PO3BUBAIOTLCS

SIx BupHO 3 MOfaHMX HaMu pe3ynbTaTiB (puc.
2.21), Temneparypa iHKyOaliiTHOTO CepelOBMUIA Ma€ iCTOTHMII BIUIUB
Ha TpuBalicTh mepiofiB konmBanb TMIIL. Tak, y momyctumomy
fiamasoHi JyIA HOPMAaJbHOTO PO3BUTKY 3apOfKiB B’IOHA IpK
Temreparypi  +17-24°C  3HalileHO  pO3TATaHHA  TPUBAIOCTI
MITOTMYHOTO LYKy CUHXPOHHUX Ap00/ieHb 6/1acTOMepiB PUOIN3HO B
nBa pasu. IIpu temneparypi +17 °C TpuBaIicTb T, CTAHOBUTD 44-46 XB
(puc. 2.21, xpuBa 1), a nmpu +24 °C - 25-26 MB (puc. 2.21, xpusa 3).
IIpu Bcix mocmimpKyBaHUX TeMIleparypax micid 10 T, crocTepiraerbcA
xapaktepHuit cmayj i mipgiiom BemmumHu TMIIL. Hapani jioro 3minm
HOCATb  HENEpPiOgMYHMII  XapakTep, PUTM KOJIUBAaHb  3HA4YHO

36i}Iley€TbC5{, IIpoTe aMrmiTyna ixHs IIpy HbOMY 3MEHIIYETbCA.
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BaxxmuBuM € Takox ¢akr 3minu pisusa TMII Big temneparypu. Sxiio
Benmmuuay TMII mpu rtemmeparypi +21 °C (pmc. 2.21, xpusa 2)
IpUITHATY 3a CepelHill piBeHb, TO IOHVKEHHA TeMIepaTypu fo +17 °C
(puc. 2.21, xpuBa I), HOYMHAIOYYM BXKe 3 IEPIIOi TOAVHYU PO3BUTKY
3apofiKa, CIPUYMHAE MigBUIIEHHA JIOTO BEMYMH y CEPEHbOMY Ha
20+25 MB. Omxe, B 1pOMy pasi 4YiTKO TNIPOCTEXYETbCS eQeKT
rineprnossipusanii MeMOpaHM Ha IIOYaTKOBUX e€TallaX PO3BUTKY
3aposka. KpiM Toro, mnpm IIBMAKOMY IIOHIDKEHHI TeMIlepaTypu
iHKyOalilfHOTO cepefOBMIIA [O HIDKHBOI MeXi ONTMMAIbHOTO
fiamasoHy Iepep APYIMM i TpeTiM IofiilaMy HaMy BUABJIEHO IIOABY
IDOJATKOBYX IIIKiB y 3arajbHiil KonuBanbHin auHamini TMII, mo moxe
OyTu IOB’A3aHO 3 IepeOy/0BOI0 IEBHMX JIAHOK MeTabosismy, 1o
iMiTyIoTb ~ OiNBII ~ CHOBUIPHEHWIT TeMII CHHXPOHHUX JApOOJIeHb
6macromepis. fIBuiie 1je y 3apofikax B'IOHa 3ayBa)KEHO BIIepIIe.

IlikaBo  BigmiTMTH, IO  TeMmepaTypa iHKybauiitHOro
cepepoBuiia +17 °C € 6/KY0I0 1O TeMIIEpaTyp, IpU SKUX 3aPOLKK
B’I0OHA PO3BUBAIOTBCA B INPUPOJHMX YMOBaX. Uepes 4OTMPU TOAVHMN
micia samripgHeHHA pisHuIA B abcomoTHMX BenmmumHax TMIT npwm
+17 °C i 21 °C ne nepesuiye 5-9 MB. IIpu nigpuiensi TemnepaTtypu
mo +24 °C (puc. 2.21, xpusa 3) abcomotHi Benmmunuun TMII mopo
CEepemNHbOro PiBHA 3HIDKYIOTbCA Ha 8-10 MB, aje 3arajibHa AyHaMiKa
TMII ananoriuna koHTpowo (+21 °C).

BaxnmuBo mifKpecmuTH, MO T, — TPUBAICTb HPOTiKaHHA
MITOTMYHMX LMKIiB YIPOJOBX IIepiofly CUHXPOHHUX ApOOJIeHb
OmacromepiB, fAKi BM3HAYaIM INpM LUMX OKe TeMIepaTypax

uyuronorivaumu Metogamu (I.M. VruarbeBa, A.A. Koctomaposa, 1966;
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['M. IrnatpeBa, 1979; H.H. Port, 1980 ), 36iraerbcst 3 mepiomamu
kommBaHb piBHA TMII, ofep>xanyMy B Hammx focrifax. OTxe, mepion
kormBaHHs TMII cBoepifHO Ay6III0€ TPUBATICTD MITOTMYHOTO LIMKITY i
MOXe CIAYXKUTM IHTerpalbHUM IIOKa3HUKOM TeMITy YepryBaHH:A
. . . «ao» .
mpoleciB NOCWIeHHS Merabomiamy y ¢asi “S” 6macromepis, 1o

CMHXPOHHO HiHHTbCH.

2.9. BnAuB 6i0A02i4HO aKTUBHUX
pevoBuH Ha (IOHHI 2pagi€HTu,
TPaAHCNOPTHI BAACTUBOCTI

mem0OpaH i BeauuuHy TMIT

Brmme 6i07OTiYHO aKTMBHUX PEYOBMH Ha
IPOHMKHICTh IIa3MaTMYHMX MeMOpaH i akTMBHe TpPaHCIOPTYBAaHH:A
4yepes HUX iOHIB HalifeTajbHillle JOCTIIPKEHO Ha NPUKIALi iHCyminy 1
albJOCTEpOHY.  BuBuYeHHA  BIUIMBY  iHCy/liHy Ha  aKTMBHe
TPAaHCIIOPTYBaHHA IOHIB y MeMOpaHax Tux abo iHIIMX KIITMH
YCKIAIHIOETbCS TUM, IO HAChOTONHI 3a/MINAETHCA HE BCTAaHOBIIEHUM
CIIpaB)XHill M€XaHi3M JI0T0 il Ha KJIiTUHIL.

Axmo BuxogMTM 3 yABIEHb, IO IHCYNiHpELEeNTOPHUI
KOMIUIEKC ITa3MaTMYHOI MeMOpaHU B pe3y/lIbTaTi eHIOLMUTO3y MOXKe
YIPOBQ/PKYBAaTUCA BCepeAVHy KIITMHY, TOOTO iHTepHaTi3yBaTUCA
(C. Kahn, N. Baird, 1978), To MO)XHa IIpUITyCKaTy IPsMY 3a/IeXKHICTh
IepeayucIOKalil B K/IiTHHI HU3KY KaTiOHiB, HacaMIlepe[ KaJIilo i HaTpilo,
BiJj ropMOHanbHOTrO BIUIMBY. IIpaBpa, momo il ropMOHIB Ha K/IITMHHUMI
ioHHUI romeocTas i 3amexxHuit Bif Hboro piBep TMII, Hemae efuHOI

nymku. Tax, fis, AKy Mae iHCy/TiH Ha KITMHU M A3iB fiadparmu mypa,
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1[0 CYNIPOBOKYEThCA MifIBUIEHHAM IOTeHIiany crnokomw ([I. YHarap,
1959), nmae mipcTaBM BBaXKATW, LIO TYT BifOyBa€TbCA HAKOIMMYEHHS
BHYTPIIIHbOKIITMHHOTO Kajiio i Bukuay HaTpito HasoBHi (M.D. Resh et
al., 1980), abo omocepenkoBaHa yioro fis yepe3 Na'/H" abo Na'/OH"
o6min (R.D. Moore, 1983).

OkpiM 1boro, BigoMi 1 iHImII fFaHi, L0 3acBifYyIOThH
B32€EMO3B’I30K TOPMOH&IbHMX [iif 3 1OHHMM OOMIHOM KIIiTHH,
reHepyBaHHAM Ha IixHix MeM6panmax TMII, ane iHTepmperanis
pe3ynbTaTiB 6araTbMa aBTOpaMy Jy>Ke HeogHOo3HauHa. lle cTocyerbcs
3MiHy koediuienrta Xina mif BIZIMBOM iHCYIIiHY i IiApOKOPTU30HY A
dbepMeHTaTUBHMX TpoleciB, sKi MawTh NpsMe BiJHOLIEHHS [0
B/IaCTMBOCTeNl MeMOpaH i MeMmOpanHux nimigis (E.M. Massa et al,
1975), no pisHOTO CTyneHs BKIIOYeHHA Py 6inkm >XKmpoBuMX KITHH i
cyoxmiTMHHUX (pakiiil mypiB mif BIUIMBOM iHCY/IiHY Ta afpeHaiHy,
K HaCTiKM pisHOro crymeHs nojspusanii Mem6bpan (W.B. Benjamin,
J. Singer, 1975), pmo BimokpemsmeHHsa aykcumHoM (10 M)
KaTioHCeNIeKTUBHOI 3jaTHOCTI MeMOpaH pocnuuuux KnituH (E. Muller,
A. Nells, 1977).

Hia incynmiHy Ha KITMHY HOPUSBOAUTL [O 3MiHM i
¢i3ionoriyHMX BIACTUBOCTEN, [0 CTOCYIOTHCS IIPOHUKHOCTI /IS IOHIB.
Bifomo, mo iHcyniH 3MiHIOE TONApM3aLil0 KITMHHOI MeMOpaHU i
TPaHCIIOPTYBAHHA KATiOHiB, 3SMEHIIYIOYM AKTUBHWII BXifl i ITacCMBHUI
BUIXiJ] Ka/lil0 3 KIITMHM, IifIBUIIY€E HMIBUAKICTh HamiBOOMiHy HaTpiio i
MBMAKICTh ¢pakuii Kamilo, mo oOMiHIOETbCA. 3a HAsABHOCTI iHCyIiHY,
IIOTEHIjia/l CIIOKOI0 MiIBUINYeThbcA Ha 6 MB, a BXigHmit omip fo 37 B

(O.A. MaprbiHeHKo, 1977). 3MillleHHA IOTEHIIiaNny CIOKOI 3alIeXNUThb
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BiJi KiZbKOCTi iHCyJiHy, 1[0 BBOAWUTLCA, IO, 4O pedi, BifiMiueHO i B
Hammx pocmimkeHHAX (C.J. Kycenp u gmp., 1980), a Takox Bim Biky
tBapuHu (B.B. ®ponbkuc u gp., 1976; O.A. MapTbiHeHKO, 1977).

OxpiM BKasaHMX edekTiB BIUIMBY TOpPMOHIB Ha JIOHHe
TPAaHCIIOPTYBAaHHA, € HU3Ka pOOIT 3 BUBYEHHS IXHBOTO BIUIMBY Ha
MeTaboJIiYHy aKTMBHICTb, 30KpeMa, Ha MAaKPOMOJIEKY/ISIpHI CUHTe3U B
KIITUHHMX CUCTEMAaX, AKi MaloTb HENpsAMe BiJHOIIEHHA [0
noreHuianrenepytouoi sgarHocti (O.C. Kmumenxko, 1974; B.B. ®ponb-
Kuc, 1980).

Y poborax Pponbkica (1980) ommcano, 1[0 IpyU aKTUBYBaHHI
6iocuHTE3y binka CTaTeBUMMU crepoigamu, iHCymiHOM,
riIpOKOPTM30HOM, IIpM pereHepyBaHHI 1 KpOBOBTpaTi, B pi3HUX
KrtMHax  (mediHKa, ceplie, CKeNIeTHMII M 'AA3)  PO3BMBAETHCS
rinepnossipusanis KIiTMHHOI MeMOpanu. IHribitopu 6iocunTesy 6inka
HOMepeKAI0Th PO3BUTOK Tileprosapusanii MeMOpaH KITHH Ie4iHKN
(B.B. ®ponbkuc, 1980). YV wiit poboti Bukopucrani akruHoMinus [ i
LMK/IOTEKCIMiZl, IO Jil0Tb Ha PiSHMX PIBHAX MaKpPOMOJEKYIAPHUX
cuntesiB (T. Obrig at al., 1971; VL.II. Ammapun, A.A. Kirogapes, 1975;
C.M. HoBamns u ap., 1977). Ha chOropHinHiit 4ac JOCTaTHBO MOBHO
BUBYEHNUII MeXaHi3M fii fesAkux iHri6iropiB MaxpoMOJIeKy/IApHUX
CUHTE3iB, 30KpeMa, aKTMHOMinMHYy [I, TUK/IoTeKCiMiny i mypoMinuny.
Lleit pakr 6yB BuKopucranmit Hamu npu gocnimpxenHi TMII, ockinbkn
BiH /1a€ 3MOT'y IIPOAHA/Ii3yBaT! y4acTb OCHOBHMX JTAHOK MeTa0OTiYHNIX
CUCTeM KITMH Yy HOTeHIlia/reHepyloYiil 3JaTHOCTI MeMOpaH, IO
peali3oBY€ETbCA 4Yepe3 KOHLEHTpaliiiHi TpajlieHTU e/IeKTPOreHHUX

i0HIB.
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2.10. lNpobAaema 20pMOHAALHOZO
peayAloBaHHs 0OMiHY pevoBUH Y

paHHLOMY embpiozeHesi

Ceper, MexaHi3MiB, 3a J[IOIIOMOIOI0 AKUX
peanisyeTbcA  CIafKoBa IporpaMa  iHOWBiZyalTbHOTO  PO3BUTKY
OpraHisMy, € /i TOPMOHa/IbHE PeTyNIOBaHHA. JlOCTiI)KeHH 1 BUABNIEHHA
jioro ponmi B OaraTorpaHHMX IIpOljecaX OHTOTE€He3y € OfHUM 3
aKTya/lIbHUX po3piiB 6iomorii posBUTKY.

Opep>kani ocTaHHIM YacoM JlaHi [JaloTh MificTaBM BBaXXaTH, 1110
rOpMOHaJIbHE PETy/II0BaHHs OOMiHY pe4OBMH Y TBAPMHHUX OpraHi3mMax
BUpa)KeHe BXKe Ha paHHIX CTafisiXx eMOpiOHaIbHOTO pPO3BUTKY. Takx,
[OBEI€HO HAsABHICTDb [esKuX (PYHKLIOHA/JIBHO aKTMBHUX (aKTOpiB
TrOPMOHA/IbHOI Tpupoayu B 3apoakax tBapuH (H.W. Burden,
J.E. Lawrence, 1973; I'.A. bysuukos, 1970; C.J. Kycens n gap., 1979).
Bigomo, 1110 B 3pinux He3aIlTi[HEHNX ANIEKIiTMHAX MOPCbKOro DKaka i
B’IOHA € afIpeHaJIiH 1 HOpafipeHasIiH, IPUYOMY Ki/IbKiCTh IXHS iCTOTHO
Bapioe (I A. bysHukos, 1967). Y mepuii 20-40 XB micna 3arvtifHeHHA
KOHLIEHTpallig 000X KaTexoJaMiHiB HaOIVDKAETbCA IO HYIA, a 3TO[JOM
3a3HAa€ 3HAYHUX KONMMBaHb. MOXKHa IPUIYCTUTH, L0 O6ionoriuHo
aKTMBHI peJYOBMHM BMKOHYIOTb BaXK/IMBY PeTyIATOPHY PpoONb ¥y
Ipollecax PaHHBOTO eMOpioreHesy, [OKasoM YOTO MaKe CIIYXUTK
3[ATHICTh PEYOBMH-aHTATOHICTIB 1{MX 3’€IHAHb crenyudiuHO O6T0KyBaTH
nutorenes (I'.A. bysuukos, 1971; 1977). Ilepen6ayarors, 110 pe4OBUHA
i 6epyThb y4acTh y ImpoljecaX KIiTMHHOTO MOAiTy AK ITyCKOBi areHTH i
AK (PaKTOpM, IO MATb BiJHOIIEHHA O CMHTe3y i MifATPUMYBaHHSA

YIBTPacTPYKTYpy aIapary [AUIeHHA, [0 PperyloBaHHA OiTKOBOro
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CMHTe3y 4epe3 3a0e3Ie4eHHS AKTMBHOTO CTaHY LMTOIUIa3MaTUIHMX
MeMOpaH KmituH. Ixui ¢yHkuii, srinHo 3 gymkoro I.A. BysHukosa
(1971) 3AilicHIOIOTBCS He Ha PiBHI MaKPOMOJIEKY/IIPHUX CUHTE3iB, a Ha
piBHI pery/moBaHHSA IPOHMKHOCTI KIITMHHMX MeMOpaH i HU3KK
pedoBuH, Oe3rnocepeHbO Oi/IKIB, 1110 6epPyTh y4acTb y 6iocuHTe3i.

HeobximHO  3asHaumMTy, MO BIAIOBIZHO MO  [eAKNUX
HOBiOM/IeHb, y pPaHHbOMY eMOpioreHesi CcCaBIiB € MOXK/IMBICTH
CMHTe3y CTepoimHMX TOpMOHiB. Tak, BMAB/IEHi KIIOYOBi (epMeHTH
crepoigorenesy A53B-rifpokcucTepoifmerifporeHasy, BCTaHOBJIEHO
3HATHICTD eKCTPAKTiB O/IACTOLMCT CUHTE3YBaTM XONECTePUH i
mperneHosoH 3 orroBokucnoro Hatpito (R.L. Huff, K.B. Bik-Hes, 1966),
inentndikoBaHo B OnacTOLMCTaX KpOIMKA KiHIEBI IPOAYKTH
crepoinorenesdy — ectpapion -17p (Z. Dickmann et al.,, 1975) i mesxi
iHIi cTepoinn.

Ilo crocyeTbcAd TOPMOHIB MNOMNENTUAHOL CTPYKTYpH, TO
HaABHICTh iXHA B 3apOfKaX Ha IIOYaTKOBMX €TallaX PO3BUTKY i B
ANIEKTITUHAX TOYHO HeBigoMa. TmM dYacoM, Ha MifCTaBi meAKNUX
eKCIePVMEHTATbHUX [aHMX Ilepef0adaloTh HAsABHICTb Y 3apojKax
B'I0Ha iHcynmiHsanaxHux mnpoueciB (C.J. Kycemp u pmp., 1978 ).
BigHOCHO paHHE BUABNEHHA TOPMOHIB NOMINENTUAHOI CTPYKTYpPU B
TKaHJMHAX BHYTPIIIHBOI ceKpellil, o An¢epeHiloI0TbCs, BCTAHOBIEHO
Ha pisHux 06’ektax (W. Clark, J. Rutter, 1972).

[IutanHsa mpo ponb HenTHAHUX i OiTKOBUMX TOPMOHIB Ha
IIOYAaTKOBMX €TallaX PO3BUTKY CTAHOBUTb BeIMKUII iHTepec, OCKiIbKM
3TiIHO 3 YsB/IEHHAMM, CaMe TaKuMM TOPMOHaM i TOPMOHOIIOOOHIM
pedoBMHAM HaJIeXXUTh TOJIOBHA ponb y  perynoBaHHi

mudepennioBanna kmitnH (J. Zapf et al., 1978). IlpaBpma, Bce, 1io
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BiJOMO 3 IIbOTO IMTAHHA, TO Lie [aHi, AKi CTOCYIOTbCA BIUIMBY iHCYTiHY
71 iHCY/IiHONOJIOHMX pPeYOBMH Ha BXXe AuQepeHliloBaHi KIiTUHIU.
[TpoTe BaXKO ysABUTH COOi, 1110 Ha eTarax PaHHbOTO PO3BUTKY, KON
BifOyBa€eTbCs myXKe OYpX/MBe AiMeHHS KITHH, He 3aisfHi Ii MOTyTHI
perynsaTopHi  ¢dakropu. AJpKe BifjoMO, HampuKIag, [0 A
npomideparnii KITMH y TKaHMHHMX Ky/IbTypax ixXHe iHKyOariitHe
cepeoBMIIe Ma€ BK/IIOYATH {HCY/IiH ab0 CMPOBATKy KPOBI, 10 MiCTUTb
ueil TOpMoH i iHmi mosninmentupHi koMmoHeHTH. [lo peui, BupineHa
rpyma T. 3B. aKkTOpiB pocTy, myXe OMU3BKUX 3a CBOIM CKIafOM i
xapakrepoM fil fo incyniny (J. Zapf et al, 1978).

OxpiM NNUTaHHA IPO HAABHICTb y 3apofikaX Ha paHHIX eTamax
iXHPOTO PO3BUTKY PEryIATOPHUX 3 €HAHb i, YaCTKOBO, T'OPMOHIB,
IIOCTA€ NNUTAHHA IPO HAABHICTD B IXHIX KIiTMHAaX pelenTopiB Mo
TOPMOHIB, IPO KOMIIETEHTHICTh iXHIO O 1ux edekropis. 3a ocTaHHI
4ac OJiep>KaHo [aHi Ipo Te, 10 HaBiThb 4O OJHOTO i TOrO >X TOPMOHY
MoxKe OyTU Kinbka KmaciB penentopis (J. Zapf et al., 1978 ).

Hwuska ropMoHiB MOXe 3[iJICHIOBaTM CBill PeTyIATOPHUI
epexT Ha OOMIH pe4yOBMH Yy 3apojkax, IO pPO3BUBAIOTHCH, 3a
poromoror cucremun UDAM®. BcraHOBNIEHO, IO Bifpasy MmiciA
3aIUTiTHEeHHs IKPMHOK MOPCBKOTO DKaka BifjOyBaeTbcsi 30iIbliIeHHS
KoHIeHTpalii TAM® y fecATb pasiB, MOPiBHAHO 3 JOTO Ki/lbKiCTIO B
HesaIUTifHeHuX siinekaiTuHax. [Ipore IUTOKiHe3, TOB’A3aHMIT 3
IepBUHHMM JpPOO/IEHHAM, CYIPOBOMKYETbCS PIi3KMM 3MEHLIEHHAM
BMICTy LIbOTO HYK/I€OTHAy. AHajOTiyHe 3HIDKEHHA piBHA BAMO y
3apOJIKaxX CIIOCTePIra€ThbCsl TAKOX IPU APYroMy i Tperbomy moginax (J.
Yasumasu et al., 1973). MoxauBo, mo 1I[i 3MiHM IIOBA3aHi 3

TOPMOHA/JIbHMM CTaTyCOM KITMH Y IIpolieci ITOYaTKOBMX €TalliB
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po3BUTKy abo MaioTb fo Hei neBHe BigHomenHs (B.H. Jlei6ym,
B.M. BoupmapeBa, 1981). BaxxnuBum € TakoXX BCTaHOBJIEeHHs edeKTiB
BIUIMBY TiIpOKOPTM30HY J1 iHCY/TiHY Ha aKTUBHICTb JlesiKux pepMeHTiB
He TiIbKM Ha IIOYaTKOBMX eTallaX pPO3BUTKY, aje HaBiTb Yy
He3aIUTiTHeHUX sitnexmituHax BIoHa (C.JL Kycens, II.C. Onemixo,
1974; C.W. Kycens u np., 1974 a, 6; 1975).

OT1xe, MO>KHA BBa)kaTH, 1I]0 Iy>Ke 11iKaBi NUTaHHA, CTOCYIOTbCA
TOPMOHA/IbHOTO PETy/II0OBaHHA Ha IIOYAaTKOBMX eTalax eMOpioreHesy,
3/IMMIAIOTBCA  MajoBuBYeHuMMM. Ha cporogHi MoxHa pobutn
NpUNYyLIeHHs Ipo pisHuit Habip ¢akriB, fAKi BaKKO MiAAalOTHCA
106yoBi IpUITHATHYUX rinores. | BogHOYac Taki gaHi BKpait HeoOXifHi
I/ BCTAaHOBJIEHH: POJIi LIMX CIIO/IYK Y IpOLlecax paHHbOTO PO3BUTKY, a
B LIMPLIOMY IUIaHi, [/ pO3YMIHHA TUX MEXaHi3MiB, AKi JeXaTb B
OCHOBI JM(pepeHIiFoBaHHs KIIITHH.

Bifomo, 110 iHCY/IIH CTUMYTIOE CUHTe3 ITIIOKOKiHa3y, 361/1blye
akTuBHICTb (pochoppyKTOKiHA3Y, MipyBaTKiHA3M, HMpPUTHIUYE CUHTE3
¢depmenriB riaokoHeorenesy (JI.C. Munbman, 10.I'. FOposuikmit, 1973).

lixkaBo, mo mpm cymicuiit gii ma puramiky TMII Takmx
TOPMOHIB, SIK afjpeHaliH y KoHIeHTpauil 5107 M Ta iHCyniH y
koHUeHTpauii 0,5 MO/mMan (MO - MDKHapOgHUX ORMHUILB),
CIIOCTepiraeTbCsi XapakTep [AVHaMiKM MeMOpPaHHOrO IIOTeHLiasy,
QHA/IOTIYHMIT 0 HOPMM, YOTO He Bifl0yBa€ThCs Iif] BIVIMBOM KOXXHOTO 3
ropmoHiB okpemo (E.A. Toitna u gp., 1986; [I.J1. Canarypckuit u fp.,
1982; 1983). Asropu ([.J1. Canarypckuit u fp., 1982) mpumyckarors,
1110, IMOBipHO, LIi TOPMOHM 3aITyCKAIOThb Y Jil0 CUCTEMU IIPOTUIEXKHOIO

PeryaaTOpHOro HaIPsAMKY. Edexr SHATTS IHCyiHOM
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TeToIApU3YI040ro BIVIMBY afpeHaliHy MoXKe I'PYHTYBaTUCA Ha 3MiHax
($YHKIiOHYBaHHA IOHTPAHCIIOPTHUX cucTeM. Jlobpe BifoMo npo BImB
iHcyniny Ha 1i cucremn y gudepenninosanux knitunax (C.J. Kycens,
P.C. Croiika, 1985; M.P. Czech, 1977). B ormani Mypa (R.D. Moore,
1983) ysarasnpHeHO JjaHi Ipo pi3HOMaHIiTHi TPaHCIOPTHI CUCTeMM, fKi
MOXXYTb OIIOCEPENKOBYBATy BIUIMB iHCY/IiHYy Ha II€pepO3IOfi1 iOHIB y
kiIituHi. 'opMoH 36inbu1ye aktuBHictp Na*, K*-AT®-a3n, Ta ng gia
He3a/lIe)XHa Bifi 6i1KoBoro cmHTe3y i BifbyBaeTbcsa mpm ¢isionorivanx
KOHIIEHTpallifAX iHCynmiHy. BiH Tako)X BIUIMBa€ Ha TPAHCIOPTYBaHHA
JOHIB Kasblifo, iHribyroun Ca®, Mg*-AT®-asy, mwo Beme [0
30ibIIeHHA OOMiHY J10HIB Harpilo Ha kanbuiit (R.D. Moore, 1983;
N.E. Owen, M.L. Villereal, 1983).

BusasneHo, 1mo NpM TraabMyBaHHI MiTO3iB LIUTOCTaTUKOM
KoxiuyHOM 6pakye mapabosniuHoro pocry pias TMII, xapakrepHOTro
III KOHTPOJIBHOTO [OCTify, ane 30epiraloTbcsi JOro IepiopndHi
KO/MBAHHA 3 BMIOBXEHUM II€pioflOM Ta 3HAYHO 30i/IbIIEHOI0
ammitygoro Hix y HopMi (E.A. Toiinga, 1993; E.A. Toitpa n gp., 1981).
Bimomi Tako>X MOBiOM/IEHHA, 1[0 XBUIi CKOPOYEHHsI KOPTEKCa 3a LMX
YMOB BifOyBalOTbCA 3 TUM CaMUM PUTMOM, IO 71 y HopMmi, a
isompoBaHMiT KopTekc MicTuTh Kambmopymin (M. Ishikawa, T. Kohno,
1984)

HaBemeni ¢aktu 3acBigyyloTh Te, W0 AMHAMIYHI 3MiHU
0ioe/IeKTpMYHUX TIPOLIeCiB Y Iepiof; paHHBOrO eMOpioreHe3y TBapMH
TICHO COpsDKeHI 3 MeTaboMYHUMU MpOol[ecaMu, IO Bi}IGYBaIOTbCH B
UUTOIIa3Mi, 1 TeX  XapaKTepusyloTbcA  mepioguyHicTio. Ia
CIPSDKEHICTb, BOYEBU[b, IiATPUMYETbCA PISHUMU PpETyIATOPHUMU

daxTopamu.
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2.11. Aist KOAXiWUHY Ha BEAUYUHY
i xapakTep koAuBaHb TMIT

3apogkiB B'IOHa

SIx ommcaHo nomepefHbO, TEMIIEpATYPHUI
(akTOp Ma€ BeMMKMII BIUIVB Ha TeMII IpO6/IeHHA 06/1acTOMepiB Y B’ IOHA.
byno nikaBo npocnigkyBaTy, K IO3HAYUTHCA ra/IbMyBaHHA YTBOPEHHA
HOBMX MeMOpaH eMOpiOHa/JIbHUX KIITMH Ha reHepyBanHi TMIL. [na
niel Merm OylI0 BMKOPUCTaHO KOJXIIVH, SKUI € XOPOLIMM
nuroctatukoM (A.JI. 3otun, 1961). Bin inribye mpoiec po36i>xHOCTI
XpOMOCOM i yTBOpeHH: 60po3eH i MeMOpaH HOBUX KIITVH, He OPYIIYE
IpY LIbOMY IIepebiry iHIMX OCHOBHMX JIAHOK MeTabo/Ii3My B KTiTMHAX
(A.M. 30TuH, 1961).

Y Hamux mocmigax mpu KoHueHtpanisx 0,9-10° i 4,5-10° M
(puc. 2.22, xpuBi 3, 2) KONXiMH CIPUYMHSE IIOYATKOBY LIBUIKY
rinepnonApusaniio MeMOpaHM, IIO YTPUMYETbCA IIOTIM YIPOLOBXK
MepIINX ABOX—ABOX 3 IIOJIOBMHOIO TOJ, pO3BUTKY 3apojKiB. PasoM 3 Tum
nepioguyHi KonmuBaHHA TMII, Aki mpocrexxyBanucsa, MaioTb 6inpII
PO3TATHYTHII 32 TPMBAIICTIO Nepiof i 36inbIIeRy aMIUTITYyly KONMMBaHb,
IIOPiBHAHO 3 KOHTPOJIEM.

[Torpi6HO Bim3HauwmTH i Te, WO B pasi BIVIMBY KOIXiLUHY Y
3a3Ha4yeHMX KOHIIEHTpallifX HeMa€ XapaKTepHOTO IJid KOHTPOJIIO CIIaZy
TMII Ha wocTiit roaHI pO3BUTKY 3apofika. MabyTh, 3apoiKy B'I0OHA He
BCTUTAIOThb BMKOHAaTM BBECh T€HETMYHO 3allpOrpaMOBaHMII YacOBMIA
IIaH, SAKMII BK/IIOYA€, OYEBMUIHO, 1 IIeBHI MeTaboIiuHi NEPETBOPEHHA,

BIUIMBAKOTh Ha IIOTEHIia/ITEHEPYIOTy CUCTEMY KIIiTHH.
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IlikaBuM € Te, 10 KOJIXILMH ycyBae napabojiyHe HAPOCTAaHHSA
BemumH TMII, xapakrtepHe pns KoHTpomo. lle, mBmame 3a Bce,
IOB’SI3aHO 3 MOCTINIHOIO IUIOLIEI0 KIITMHHUX MeMOpaH, OCKiIbKM
K/IiTMHHE [i/IeHH raJIbMY€TbCA.

JIBorop6i >k miKM HpM HIDKYMX KOHIeHTpanuisx (puc. 2.22,
KpuBa 2) KOIXIVMHY € 4YacTKOBUM (EHOMEHOM, SKOMY HeMae
IIEPEKOHNNBOrO NosAcHeHHA. UlompaBma, MOXXHa IPUIYCTUTH, 1O B
OCTaHHbOMY IIPMK/Iafii IeBHe 3HaYeHH: Ma€ 9ac MOMillleHHA 3apOJKiB y
cepefoBIIIE, 10 MiCTUTD BUTOCTATHK.

OTxxe, KOIXiIMH, He yCyBaouy IepiogMYHMUX KOJNMBaHb,
ob6mexxye TMII y MakcuManbHUX BeIMYMHAX THX, 110 He IIePEBUIYIOTh
-35+10 MB. VpaxoByloum oOCTaBMHY, L0 OCHOBHi OOMiHHi peakiiii
eMOpPiOHaTbHNX K/IITUH Majlo MOPYIIYIOThCA KonxinumaoM (A.J1. 3oTuH,
1961), MOXXHa NPUIYCTUTH, IO CHOCTEPeXYBaHi INpu ioro pil
konuBaHHA TMII € cBoepifHMM Bifj3epKaleHHAM 3alyleHUX aKTOM
3aIUIifHEHHA NIepIOAVMYHNX 3MiH IHTEHCMBHOCTI CMHTETMYHMNX IIPOLIECIB
y IUTOIUIa3Mi, AKi IIBUJIKO 3MIHIOIOTbCA OJVH 3a OJHUM BifllIOBiHO MO
MITOTMYHMX IIMK/IiB 6/1acTOMepiB 3apOjKiB BI0OHA, IO APOOIATHCS B
HopMi. IIlo6 ymeBHMTHMCA B IjbOMYy, Hamm Oyna 3pobieHa crpoba
BusHaunty auHamiky TMII y sapopakiB B'loHa mpu Ail Ha HUX HeAKUX
6i0/70TiYHO aKTMBHUX PEYOBMH 3 BiJOMMMN TOYKaMM BIUIMBY, LIO
IPU3BOAUTL [0 IPUTHiYeHHHA ab0 aKTUMBYBaHHA OKPEMUX JIAHOK

00OMiHy pe4OBMH Y KITiTHHI.
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2.12. Xapakrepucruka TMI1
3apogKiB B'IOHa 3a HASIBHOCTI
B cepegoBuwy iHKyOauii

2igpOKOPTU30HY

BrmmB  rifpOKOpTM30HY B KOHIIEHTpaLil
110 M na Bemmumny TMII i jioro pguHamiky y 3apopkiB B’oHa
300pakeHO Ha puc. 2.23, kpusa 2. Busnauatu TMII mouamm micns
TPbOX TOJVH IIC/A 3aIUIiTHEHHA, a JO LIbOTO 3apOJKM 3HAXOJVUINCA B
PO34NHi, IO MiCTMB TOPMOH. Y IJbOMY BapiaHTi JOCIiy 3MiHIOETbCA HE
TiIIBKYM OCHOBHUII pUTM nepiognuHux konusaHb TMII, mopisHsHO 3
KOoHTponeM (puc. 2.23, kpuBa 1), ajie il 3HMKYETbCS JI0r0 abCOTIOTHA
Be/IMYMHA.
BigMideHe Hamy paHillle B KOHTpori nafinHA Bennanan TMII
IiC/IA I ATY TOAVMH eMOpioreHesy, Ipu Ail rifpOKOPTU30HY, 3PYILIYETHCA
32 YaCOBOIO LIKA/IOI0 i BUPAXKEHO AK IIiC/Is MIeCTU TOAMH PO3BUTKY. [0
TOrO X, MakcumanbHe 3HaueHHs TMII (-55 MB) y pasi gii
TiIPOKOPTU30HY JOCATA€TbCcA depe3 330 XBWIVMH INC/IA 3alllifHEHHA,
TOOTO Yy MOMEHT BiJHOCHO HU3BKOIO JIOTO 3HA4YeHHA IIpU

HOPMATIbBHOMY PO3BUTKY 3apOJKiB.
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Take 3pymenHsa komuBaHb BemmunH TMII e, Ma6yTs,
HacmigkoM Mopudikalil po3BUTKY 3apOfiKiB B'IOHA Ti[pOKOPTU30HOM.
e sacBim4yloTb TaKOXX [aHi I1IpO 3MEHIIEHHA if BIUVIMBOM
Ti[POKOPTU3OHY B 3apofjKaX B'IOHA, aKTUBHOCTI Heskux ¢epmeHTiB
(CJ. Kycenb i in., 1974).

KpiMm Toro, mpu pii TiZpOKOPTU30HY CIIOCTepiraerbcs
arepioguyHa mosiBa 3y6uiB Ha Kpusiit sminum TMII, mo He BusBIsAE
ocob6mmBoi  3akoHOMipHOCTi.  CTBOPIOETbCA  BpPaKeHHs,  LIO
Ti[POKOPTM30H YacTKOBO [JEeCMHXPOHi3ye ab0 3aTpUMye [ileHHA
61acToMepiB 3apOJKiB B'IOHA BXKe Ha IIOYaTKOBMX €TaIlaX PO3BUTKY, IO
HiATBEPIKYETbCA BisyambHUMM i OIOXIMIYHMMM CIIOCTEpeKeHHAMM

(C.J. Kycenp, I1.C. Oneniko, 1974 ).

2.13. BnAus pi3Hux
KOHUEHTpauill iHCYAiHy
Ha guHamiky TMIT

Y PaHHLOMY pPO3BUTKY B'lOHA

Hani, opepxaHi B cepiaix [AOCHifiB 3
incyninom (puc. 2.24, xpuBi 2, 3, 4), cBif4aTh npo criendiyHmit BIyms
incyniny Ha BemmuuHy TMII, 110 3a7me>XXUTh Bifi KOHIIEHTpAalliil TOPMOHY
B cepeposuii. Tak, mpu konnentpauii 0,1 MO/mn (puc. 2.24, kpusa 2)
iHCyniH cnpuuMHAE 3Ha4yHy TrimeprnonApusanilo MeMOpaHHU, YiTKO
BUPKEHY 10 KiHIA YeTBEpTOl TOAMHI PO3BUTKY 3apofiKiB. BogHodac
36epiraerbcsa puTMika konuBaHb TMII, aHamoriyHa TpuBanocti nepiogy
MITOTMYHOTO IVIKJIy CUHXPOHHMX [poOieHb O1acTomepis, Ipore

CIIOCTEpIiraeTbCs JesKe 3PYIIEHHA B HACTaHHI MiHIMYMiB i MaKCMMYMiB
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KO/IVBaHb, XO4Ya IIepiofy 71 aMIUITYyAM HAaOMDKAIOTBCA [0 TaKUX Yy
HOpMi.

3i 3pocTaHHAM KOHI[eHTpallii TOPMOHY B cepefoBuILi iHKybaii
3apOfKiB BIOHAa TAaKOXX Mae€ Micle rinepnonspusanis MeMOpaHK
IIPOTATOM [BOX-TPbOX 3 IIOJIOBMHOK TOAVH IIOYaTKOBOIO €TaIly
ixuporo possutky. Hapmami piBenp TMII sHMXyeTbCcA, KONMBAHHA
3MEHIIYIOTbCA 32 aMIUITY[0K0, a IiXHA 4iTKa IepiofAN4HiCTb
nopyuyerbcs. IIpn konueHTpauii ropmony 0,5 MO/mn (puc. 2.24,
kpuBa 3) HapoctanHa TMII e piskimmM, HDK y HoOpMmi, arme
IPOJOBXKYETbCA [0 OBOX 3 IOJIOBMHOIO TOAVH IiC/IA 3arutifHeHHA (y
HopMi 1o 4 rox). Incynin y koruentpanii 1,0 MO/mn (puc. 2.24, kpusa
4) wme piskille 3MiHIOE XapakTep AMHaMiKM IIbOrO ITOKasHMKa. Tak,
rineprnionApusanis MeMopanu depes 1 roguny i 40 XBWIVH Bif moyaTky
eMOpioreHe3y 3MiHIOBanacs pisKolo eNOIApU3ali€lo, i B 3MiHaxX piBHA
TMII He BUABAETHCS XapaKTepHOI /11 HOPMI PUTMIKM KOJIMBAHb.

[IpuBeprae yBary i Toit ¢akr, Imo 3i 30inblIeHHAM
KOHILIEHTpalil TOpPMOHY B  CepefoBuUl, Iepiofi  TPUBAIOCTI
rinepnionapusanii kmiTMHHOI MeMOpaHu cKopouyerbcs. CrymiHb
rinepnonsgpusanii KIiTMHHOI MeMOpaHu, 3aJe)XHO Bif KibKOCTi
TOPMOHY B cepefoBMIi, Ipy (iKcOBaHOMY 4aci MOXKHaA imocTpyBaTn
takuM 4duHOM (puc. 2.25). CiMmeilcTBO KPUBUX OfE€P>KaHO MIISIXOM
TpaHCPOPMYBaHHA pe3y/IbTaTiB, sAKi BU3HAYAIOTh BIUIMB PIi3HUX
KOHILIeHTpauiit incyniny Ha auHamixy TMII 3apopaxkis B1oHa (puc. 2.24),
1110 PO3BMBAIOTHCA.

3 puc. 2.24 04eBUIHO TAKOX, 1O 3i 30ibLIEHHAM KOHILIEHTpalii

TOPMOHY B CepefJOBMII 3MEHIIYEThCA CTYIHD IePioANYHOCTI QYHKIIiN,
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AKi XapakTepusyoTb auHamiky TMII, a Takox cepefjHE 3HaYeHHH J10TO
BIIPOJIOBXK JOC/IIJ[>)KYBaHOIO IIPOMDKKY 4acy.

Otxe, HasgBHa IpsMa 3a/MEXHICTb MDK KOHI[EHTpalisMu
iHcyniHy B iHKyOauiiiHOMY cepemOBUMILi i CTyIleHeM BiIXWIEHHs
nuHamiky TMII y 3apoakiB B’I0Ha, IIOPIiBHAHO 3 HOPMOIO, IIJO CBiTYNUTh
npo icrotHmit BHecok y auHamiky TMII sapopkiB B'IOHa TMX JTaHOK

MeTaboIi3My KTiTHH, sIKi IpUYeTHi 0 Ail X TOPMOHIB.

2.14. 3minu TMI1 3apogkis

B’IOHA Nig BNAUBOM agpeHaAiHy

Komm B  inky6aniiiHoMy  cepemoBuILi
HassBHMIT afpeHamin (puc. 2.26, kpuBi 2, 3, 4) B KOHI|eHTpalisix
BignosigHo 5-107, 5:10° i 5-10% M, TO JiesKe IePBUHHE HAPOCTAHHS
TMII BigOyBaerbcs TiIIBKM [O TPETbOTO IOATY, INC/IA YOTO
crocrepiraerbcs crabimisanis Joro BeIMYMHM B MeXXax -35:110 MB.
XapakTepHo, 10 i B LIbOMYy pasi, AK i mpm pii iHCyniHy, Mae Micue
KOHLIEHTpallilflHa 3yMOBJICHICTb TOPMOHA/JIBHOTO e(eKTy BiJHOCHO
puHamikn TMII He BMABNAE€TbCA XapaKTepHOI A HOPMM PUTMIKK
komBaHb. OKpiM TOro, 3a HasABHOCTI B cepefoBMIli iHKyOamii
afpeHaiHy MOXKHa BiidHaumTy Opak mepiogmuHocti komusanp TMII,
XapaKTepHUI [A KOHTPOJIO, a TaKOX [eAKYy IIOYaTKOBY HIBUAKY
rineprnonApusanio MeMOpaHU NIpU HMU3BKill KOHIEHTpalil afpeHaiHy
B cepenosumii (5-10° M). IIpote us rinepnonsipusaiis € KOpOTKOYac-
HOIO 1 Mllle TPOXM IepeBeplIye piBeHb, sikoro TMII focsArae go nporo

9yacy B HOpMi.
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Crip 3a3HayuTH, WO TPU KOHLEHTpalil agpeHaminy 5-10° M
MmiclIA IIecTM TOAMH PO3BUTKY 3apOfKiB, KOMM B  KOHTPOi
crioctepiraerbcs xapakrepHnit cnag TMII, HamMy BUAB/IEHO IOBTOPHE
pi3Ke 3pOoCTaHHA JI0TO, ajie BCe-TaKM PiBHA KOHTPOJIIO OTO BeNM4MHa
HE [OCATAE.

Bumii koHmenTpauii agpenaminy (5-10° i 5107 M)
CIIPMYMHAIOTD 3HAauHi nmopyumeHHa guHamiku TMII, mo nonArae e
TIIBKM B IPONOPLINTHOMY 3HVKEHHI aOCOMIOTHMX JIOTO 3HAa4YeHb, aje
TaKOX Y 3IVIQJPKYBaHHI IepioAMYHMX KonuBaHb. Hacnpaspi, mepuii
komuBaHHA TMII, 1o okpec/mmmics npyu OUX KOHLEHTPALiAX TOPMOHY,
nepebyBaoTh y mpodasi 3 Takumm B KOHTpomi. OCTaHHI NpUKIaf
CBilYMThP MpO Te, IO [NAA TMPOABY BIUIMBY afpeHaliHy Ha
HOCTiIKYBaHMII IIapaMeTp MOTpibeH meBHMII 4dac (UMM BUINA
KOHIIEHTPALlil TOPMOHY B CEPENOBMILI, TMM LIBUJIIE IPOABIAETHCA
itoro edext). IIpoTe He BUK/IIOYEHO, IO INMMOOKA [EOJISIpU3aLlis
MeMOpaH 3apopkiB B’ioHa (mo -10 MB) 3a HasBHOCTI B cepemoBumiui
azpeHasTiHy B KOHIjeHTpauii 5-10% M moB’s13aHa 3i 3ryOHO0 AJIs1 3UTOTH
KiIbKiCTIO  6i0/IOTiYHO  aKTMBHOI PeYOBMHM B  IHKybauiliHOMy
cepeoBuLIi.

B appenaininy Ha renepyBanHsa TMII y Mem6paHax 3apopkis
B’IOHa iCTOTHO Bifpi3HAETbCA HE TIIBKM Bii KOHTPONIO, ale i Bif
KapTVHY, Oflep>KaHOI IIpU Jii pisHUX KOHLEHTpaLill iHCyminy.

Ockinbkn edexTy BIUIMBY iHCYTiHY 7 afipeHalTiHy Ha JMHAMIKy
TMII skicHO Bifpi3HAITBHCA, BOXINBO OY/I0O BCTAHOBUTYM XapakTep
ixupoi cymicHOi [il Ha Ijeil IOKa3HMK Yy 3apOfKiB BIOHa, IO

PO3BUBAIOTLCA.
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2.15. Aunamika TMI1 3apogkiB
B’I0Ha, WO PO3BUBAIOTLCS,
NpU CYMicHil gii iIHCYAiHY

Ta agpeHaAiHy

3a HaABHOCTI B cepefoBumli iHKy6baii
3apofiKiB B'I0OHa cyMmimi ropmoHiB (incynin 0,1 MO/Mn + appeHarin
5:10°M ) (puc. 2.27, xpuBa 2), a takox (incymin 0,5 MO/mn +
agpenanin 5-10°M) (puc. 2.28, kpusa 2) sminu TMII 6arato B 4omy
BiIpisHAIOTBCSA fAK Bif HOpMU, Tak i Bif iHAMBiZyanbHuX edekTiB IUX
TOPMOHIB. 3 OfiepKaHUX JaHNUX CTa€ OYEBUIHO, IO NPU CYMiCHIN Ail
CIIOCTepiraeTbcsi  flesike OC/MableHHs OKpeMMX iHCY/IiHOBOTO it
agpenaminoBoro edekriB. Tak, fAKImO caM IHCYTiH CIOYaTKy
rinepnionspuaye Mem6bpany (puc. 2.27, kpusa 3), afipeHasiH B y3sTiit
KOHLeHTpauii Bege no ii menomnsapusanii (puc. 2.27, kpusa 4), To npu
ixHill cymicHiit mii (puc. 2.27, kpuBa 2) NepBUHHA TilleprosApu3aLis
30epiraeTbcs MMINe YaCTKOBO, a AEMOJIApM3allisd, CIPUYMHEHA CaMUM
aJipeHaliHoOM, He BUAB/IAECTbCA HaBITh Ha ISHIIINMX eTalax pO3BUTKY
3apopikiB B'IoHa. [lo pedi, mopi6Hmit eexT 4acTKoBOI HOpMasisarii
iHcynmiHoM 3pyureHb 6i0XiMiYHMX IHapaMeTpiB, 3yMOBJIEHMX iHIIMMMU
TOPMOHAMM, CIIOCTEPIra€ThCs i B OCTIKEHHAX Ha fudepeHIiioBaHNX

tkaHnHax ([I.A. CytkoBoii, A.VI. Anbdepos, 1978 ).
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IIpuBeprae yBary TOil (akT, IO 3a HAABHOCTI iHCymiHY
BigHOBMIOETECA TepioguyHicTh KomuBaHb TMII, xoda yacToTa iXHA
aMIUTITy#a Bifipi3HAIOTBCA Bif, HOpMM. 3a IIMX YMOB XapaKTepHUM €
Opak pmenosnsgpusanii, CHOPUYMHEHOI IHCYIHOM B KOHIEHTpauii
0,5 MO/mn micna nonepegHboi rineprnonapusanii (puc. 2.28, kpusa 2).
AmXe Ha IIOYaTKOBMX eTalaxX PO3BUTKY BIOHA HEe TIIBKM HEMae
CYMYBaHHA JeNOJISpU3YI040ro edekTy 000X BMKOPMCTaHUX TOPMOHIB,
a HaBIIaKy, BiAOYBAa€TbCsl HAOMIDKeHHs i HaBITh JOCATHEHHs piBHA
HopMmu. Bce 1e mae mifcraBy NPUITYCKAaTH, IO JBOMa TOPMOHAMU
3aIlyCKAlOTbCA B [iI0 CUCTEMM IPOTWIEKHOTO PEerylATOPHOIO
XapaKTepy, AKi 3HAXO[ATD CBiil IHTErpabHUI BMPA3 TAKOX Y Ii3HimIi
Te€PMiHM JOCTi[PKEHHA.

Sk i B monepepHiit cepil fOCIifliB, Y IbOMY pasi TaKoOX Opakye
xapakrepHoro cragy TMII micna mecatn mopinis 61actomepis, TO6TO
Ha IIOCTill TOJIMHI PO3BUTKY 3aPOJKiB.

Orxe, HAMM OTPMMAHO pe3yNbTaTy, IO 3aCBifYYIOTb CYTTEBi
BiMiHHOCTi BIUIMBY KOMIUIEKCY TOPMOHIB Bifi IXHIX iHAMBifyanbHMX
edekTiB Ha IOTeHIialreHepyIOdy 3[aTHICTb MeMOpaHM 3apOAKOBUX
KIiTMH. HacaMmKkiHelb, 1€ 3acBifjdye IEeBHUI aHTArOHi3M aBTOHOMHMX
TOPMOHAIbHUX (eHOMeHIB BigHOCHO aymHaMiku TMII, reHepyBaHHSA
SKOTO OIIOCEPEIKOBYETHCS IIOB A3aHNMU 3 MeMOpaHaMu (pepMeHTHUMMU
JIaHKaMJ KTiTMHHOTO MeTaboni3My.

Edbexr sHATTA iHCymiHOM  flemonApusyodoro  edexry
aJpeHalTiHy B HAIIMX [AOCTiaX, Oe3yMOBHO, IPYHTYeTbCA 1 Ha
JMIOHTPaHCIOPTHUX CUCTEMaX 3apOJKOBUX K/IITMH, OCKUIBKM BifoMuit

BIUIUB iHCyiHy Ha 1110 cucremy (M.P. Czech, 1977).
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2.16. 3miHu guHamiku TMI1

3apogkiB B’IOHa, WO

pPO3BUBAIOTLCS, iH2IOYBaHHIM

TPaHCAsIWIT | TPaHCKpUNuii

3 iTepaTypHUX [DKepen BifiomMo, IO
MaKpOMOJIEKY/IAPHI CMHTE3) Y HM3Li NPUKIALiB iHILIIOITbCA OJHO- i
pBoBaneHTHUMU ionamm (P.I. Axankaum m gp., 1970; A.C. Cupus,
JLII. TaBpummoBa, 1971; K.A. Kadwmaunu, A.I. Manenkos, 1976).
Ockinbky 1i i0HM BifirparoTh HPOBIZHY POJIb Y TeHEPYBaHHI €JIeKT-
PMYHMX TIOTEHIia/liB KIiTUH, TO [yXXe IiKaBUMM € BCTaHOBJIEHHA
3arajJibHMUX 3akoHoMipHocreit auHamiku TMII y cucremax, 1m0 po3Bu-

BAIOTbCS, IPY IHTiOyBaHHI iCTOTHUX CTOPiH 6i0CKHTe3y MaKpOMOJIEKYIL,

a caMe: TPAHCKPUIILII 1 TpaHC/ALil aHTUOIOTUKaMU criel{udiTHOI il

2.17. BnAuB aKkTUHOMiUuHY A Ha

TMI1 3apogkiB B’'toHa

PesynpraTy gocnmifiB BIMBY aKTMHOMILMHY
Il na npuuamixy TMII nogano Ha puc. 2.29 (xpuBi 2-4). 3posymino, 150
el aHTUOIOTMK y BUKOPUCTAaHMX HaMyu KoHIeHTpanisx (10, 15 i
20 MKr/M71) Maike He BIUIMBA€E Ha xapakTep guHamiku TMII 3aponkis.
ITpocTexxyeTbcsl /mile He3HAUHe 3HIDKEHHA aOCOTMIOTHUX BeTNYMH
JOCTTIKYyBaHOTO TOKasHuKa. Lle, JIMOBipHO, IIOB’A3aHO 3 TUM, IO
akTvHOMIinuH [l 6nokye cuuHTe3s PHK Ha crapil Tpanckpumuii, a

Hi,T_L Jac Iepmmnx IUATU roAH PO3BUTKY SaPOI[KiB B IOHA TIOYMHAETHCS
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mepiof T. 3B. “siepHoro MmoBuanHsa (A.A. Heitdax, 1959), konu simepHa
tpanckpunnis JTHK 1e He peanisyeTbca B cucTeMi HUTOIIA3MATUIHUX
cuHresiB OinkiB. Tomy, MabyTb, akTuHOMiUMH [l y KOHIeHTpanii
10 mkr/mn (puc. 2.29, kpuBa 2) Majo BIUIMBA€ Ha PO3BUTOK 3apojKa
3arajioM i, OTXKe, Ha IpOLECH, IO IT03HAYAITbCA Ha KONMBAIbHIN
mvHamini TMIT.

Y pasi 36inblieHHs KOHIleHTpaliil akTuHoMinvHy [l go 15 i
20 mxr/mn (puc. 2.29, xpuBi 3, 4) B iHkyb6anifiHoMy cepepoBuUILi
CriocTepiraeTbcsi ioro BIUIMB Ha abcomoTHi BemumHyu TMII npwn
36epe>1<eHHi OEKIIbKOX PpO3TATHYTMX KOMMBaHb. MOXKINBO, BUIIi
KOHI[eHTpallii aHTMOiOTMKAa 3a4ialoThb YacTKOBO 1 CUCTeMY
e/IeKTpOreHe3y KIITMHHUX MeMOpaH 3apofKiB, a He TiIIbKM iHTIOYIOTDH
TpaHCKpMILilo B AfApaXx. He BMK/IIOYEHO, 1O pa3soM 3 TUM YaCTKOBO
6710KyeTbCsl B MeMOpaHax iOHHe TPaHCIOPTYBAaHH:, II03HAYAIOYNCh Ha

puHamini TMIT.

2.18. 3minu TMIT nig BnAuBom

NYPOMIUUHY i YUKAO2EKCIMigy

ITig 9ac pmii Ha 3apoOfKM LMKIIOreKCiMminy B
KoHUeHTpauii 2,5 1 10 mxr/mn (puc. 2.30, KpuBi 2, 3) IPOCTEXYETbCA
piske 3HKeHHA BemmumHuM TMII i icroTHe mopymeHHA Tioro
MiBrOIVHHYX NePiOJMYHNX KONMMBaHb. JIK BUIHO 3 PUCYHKA, BeIM4YMHa
TMII gy>ke HM3bKa i3 caMOro IOYATKYy i IPOTPeCUBHO MaJja€ MPOTATOM
BCbOTO €KCIIEPUMMEHTY, OCOOMMBO 3a HAsBHOCTI B  CepefOBMILi

10 MKI/MJI IMK/IOTeKCiMiTy.
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AmnasorivHi pesynbTaTy OTpMMaHi i B JOCTIiflaX 3 IypOMILIMHOM,
AKMIT MICTUTBCA B iHKyOaliifHOMY cepefoBuIi B KOHIeHTpawil 5,0 i
10 mxr/mn (puc. 2.31, kpusa 2, 3). 3ayBakuMo, IO IpU Bi3yaTbHOMY
CIIOCTEpEXXEHHI 32 PO3BUTKOM 3apOJKiB y cepifix 3 IypOMILMHOM i
LUK/IOTeKCiMioM  Oy/o  BifMiueHO  HempaBuibHe  APOOJIEHHSA
6macToMepiB i MOpyIIeHHA HOPMa/IBLHOTO Iepebiry po3BUTKY 3apOJKiB.

3 ofiep>KaHMX JJaHMX MO>KHA 3pOOUTU BMCHOBOK IIPO iCTOTHMI
BIUIUB iHTiOyBaHHA TpaHCIALil Ha AuHaMiKy TMII, 110 Bupa)kaeTbcs B
3HIDKEHHI a0COMIOTHMX BeIMYMH JOTO i y MHOBHIiN amepiogmaHOCTi

KO/IMBaHb.

2.19. Mogudpikauis
20PMOHaALHUX ecpekTiB
BigHOCHO guHamiku TMIT
3apogkiB B’IOHA npu iH2iOyBaHHiI

Y HUX TPaHCASIUiT | TPaHCKpuUnuii

Ockinbky iHCy/miH MOXe BIVIMBaTH Ha

TPaHCIIOPTYBAaHHs JIOHIB, 3MiHIOIOYM AKTUBHICTb HM3KM (DepMEHTIB,

3okpema, K*, Na'™-AT®asu (M.P. Czech, 1977), mouinbhHo 6yno

HepeBipUTI ONOCEpPEeNKOBAHICTh 1bOro edeKTy duepe3 pisHi eramm

cuHTe3y O6inka. 3 Iji€el0 MeTO BUBY&IM BIUIMB iHribyBaHHA
TpaHCKpunii i TpaHcANii Ha iHCY/IiHOBMII edeKT.

Y mepuiiit cepii gocminiB BHOCMIM B cepemoBuile iHKyOawii

cymim ropmony (1,0 MO/mn) 1 antmbiotmka axTMHOMiUMHY []

(10 mxr/mm) (pmc. 2.32, xpuBa 2). SIK BUZHO 3 Ofep>XaHUX HaHUX,
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akTMHOMIlH ]| He 1mo36aB/isie NepBUHHOTO eeKTy Tilepronapusanii
MeMOpaHM iHCY/lTiHOM, X04a Jel[0 HOC/IA0/IIe JIOr0 KOHIEHTpAIiiiHy
3YMOBJIEHICTb, a Hafianmi pamuHamika TMII pgyxe Harajye KapTusy,
Oflep)KaHy HaMM 3a HasABHOCTI B CEPElOBMINI CAMOIO IHCYTiHY B
KoHIeHTpanii 0,1 MO/mi1.

Y iHwin cepii gocnifis, Konu B iHKy6aui171HOMy cepefoBuILi
HasABHi iHcynmiH y kxoHmeHtpanii 0,1 MO/mn 1 nuknorekciMming B
KOHIleHTpauii 2,5 Mkr/mn (puc. 2.33, kpuBa 2), BiZHOBIEHHs
HOopMabHOI KapTuuM AuHaMiky TMII He ciocTepiraeTbca: KONMMBaHHA
TMII anepioanyHi, aGCOMIOTHI BeIMYMHM HU3bKI. Y TpeTiit cepil boro
LIVKIY JOCTAiB 3a HAasABHOCTI B IHKy0auillHOMy cepefoBMILi
ampeHaniny B KoHueHrtpanii 1:10° M i akrunominuny [ (10 Mxr/mi)
(puc. 2.34, xpusa 2), BigbyBatorbcsa 3Minm piBHa TMII y panHbOMY
PO3BUTKY, IOPiBHAHO 3 BIVIMBAaMU OKpPEMO B3ATUX I10YATKOBUX
peYOBMH. SIKIIO NMPOTArOM IepUIMX TPbOX TOAVH PO3BUTKY 3apOJKiB
aKTMHOMILMH ]| 94acTKOBO 3HiMae [ieno/Apusyounii eQekT agpeHaniny,
BOJIHOYAC BifHOBMIOIOYM aMIUliTygu KommBanb TMII, To Hapami
IIPOCTEXYETbCA UITKO BUpaKeHe HifiBumeHHs camoro piBHa TMII i
Ha6/IVDKEHHS J10T0 10 KOHTPOJIbHNX Be/INYNH.

3HayHMit mposAB edekTy akTMHOMINuHY [ g0 KiHLA IocTOl
TOIAVHM MIC/s 3aIUlifHeHHs, MaOyTh, NOB’SI3aHMUIT 3 Y>Ke 3TrafyBaHUM
IIOIEpEeHPO Ha IIOYATKOBMX €TallaX PO3BUTKY 3apOJKiB IepiofloM
“apepHoro MoB4aHH:A . [Iporte npu “306ypeHoMy” CTaHi, CIPUYNHEHOMY
mi€elo appeHayniHy, iHTiOyBaHHSA TPAaHCKpUIINIl II03HAYAETBCA Ha

TOPMOHA/IBHOMY e(eKTi.
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OTtxe, MO>KHa BBaXKaTy, o 3MiHu Benmuuuy TMII y sapopkis
B'IOHa, IO pO3BUBAITHCA, TICHO MOB’sI3aHI 3 MeTabONTiYHOIO
aKTMBHICTIO KJTiTHH, IO CTOCYETbCA CUHTe3Y Oinka B O1acroMepax, sKi
IIBUAKO Apo6nAThcs. IIpaBayuBicTh TaKOro BUCHOBKY MU IepeBipsiin

Ha MOJeJli, OIMCaHi HIDKYe.



PO3AIA 3. AHAAITUYHI
METOAUN AHAAI3Y
KOAUBAHDb TMIT1

3.1. CnekTpaAbHull aHaAi3
nepioguyHux KoAuBaHoL TMI
3apogkiB B’IOHA y HOpMi

Ta 3a yMOB BNAUBY KaTiOHIB

Ba)KKUX MeTaAIB

CrexTpanbHuii aHarmis KO/IMBaHb
TpaHCMeMOpaHHOTO IIOTEHIlialy 3apoAKiB B'I0OHA Ha paHHIX eTamax
eMOpioreHesy M[a€ MO>X/IMBICTb BM3HAUUTH, HACKIIBKM 3MIiHIOETHCS
gactora komueanb TMII 3a yMOB BIUIMBY KaTiOHiB Ba)KKMX MeTaiB,
IIOPiBHAHO 3 KOHTPOJIEM.

YacrotHi cmektpu  (mepiogmorpamm)  KomuBaHb — TMII
OTpMMYBaIM 3a JONOMOIOK IaKeTa MNPUKIAJHUX IpOrpaMm
STATGRAPHICS 2.6.

Ha pwuc. 3.1 306pakeHo cmekTp wacTtotu KomuBaHb TMII

SaPO,I[KiB B’IOHa, AKi PO3BUBA/INCA B HOPMA/IbHUX YMOBaX (KOHTpOHb).
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Ockinpkn Ha 1boMy TpadiKy HaABHMI TiIbKM OMH JOCHUTDH
BY3bKUII IIiK, MOXXHa 3pOOMTM BUCHOBOK, IO B AMHaMilli KOJIMBaHb
TMII 3apopkiB B'I0OHa B HOPMi IIPeBaIIOIOTh KOIMBAHHA TiIbKM OfHI€T
yacroru. Ilik npumagae Ha 0,041 mepiofy iHTepBalmy KBaHTyBaHH:.
OckinbKky iHTepBan KBAaHTYBaHHA B HAUIOMy NPMKIaJi CTaHOBUB
1,25 xB, MOXXHa BUpaxyBaTu II€pioj] KONMBaHb, fAKi IPEBaNIOIOTb B

KoHTpoi. Bin cranoButs: 1,25-1/0,04= 30,5 xB.

160

8.z 6.3 A.4 8.5

Yacrka nepiopy / iHTepBan KBaHTyBaHH:A

Puc. 3.1. Cuekrp yacroru konuanb TMII 3apozkiB B’10Ha B HOpMi

Ha puc. 3.2-3.3 306paxeHi cnekTpyu 4acToty KonuBaub TMIT
3apofiKiB B'IOHa 32 YMOB BIUIMBY KaTiOHIiB HiKe/ll0 B KOHIIEHTpaIil
10° ta 10° M. Ilik yacror mpu mii KaTiOHIB HiKeI B KOHIeHTpaIlii
10 M npumnagae Ha 0,021 nepiogy Ha iHTepBan KBaHTYBaHHA, a OTXKe,
Iepiof; KOMMBaHb y LIbOMY pasi CTaHOBUTH 59,5 XB.

Y pasi gii kaTioHiB Hikemo B KoHIleHTpauii 10° M mik € focuthb
IIMPOKMM, JOr0 BepXiBKa INpunajac Ha 3HavyeHHa wkamm 0,02-
0,035 mepiofiB Ha iHTepBa/m KBaHTyBaHHA. lle O3Hayae, 10 mepiof

KONMBaHb Yy LIbOMY pasi He € IOCTiitHuM i Bapiroe Big 38 mo 62,5 xB.
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Yacrka nepiopy / iHTepBan KBaHTyBaHHA

Puc. 3.2. Cnekrp 4yacroru KonusaHb TMII 3apojkiB B'IoHa 3a YMOB BIUIMBY
KaTiOHIB HiKe/To B KOHIeHTpauii 10° M

a a.1 a.2 a.3 a.4 a.5

Yacrka nepiofy / iHTepBa KBaHTYBaHH:A
Pyuc. 3.3. Cnextp yacroru konmusanb TMII 3apofikis B'I0Ha 3a YMOB BIUIMBY
KaTiOHIB HiKesio B KOHIeHTpawii 10° M
CrekTpa/ZbHMII aHali3 IUX KOIMBaHb [Ja€ MOXIMUBICTDb
nopiBHATH nepiogyu xommBaHb TMII 3apopkiB B'I0OHa B KOHTPON Ta
BHAC/TiIOK BIUIVBY KaTiOHIB BaXKVMX MeTA/IiB i 3pOOUTI BUCHOBOK, II[O
BIUIMB KATiOHiB HiKeJII0 CIPUYMHIOE 3HayHe 30iIbIIeHHA Hepiofy

kormBanb TMII — nmpu6nm3HoO B 1Ba pasi, MOPiBHAHO 3 KOHTPOJIEM.



132

Ha puc. 3.4-3.5 306paxkeHo creKTpu 4acToT KonuBaub TMII
3apojKiB B'IOHa 3a YMOB BIUIMBY KaTiOHiB KO0Oa/bTy B KOHILIEHTpALIifAX

10°M ta 10* M.

58

48

38

28

18

a.1 a.2 a.3 8.4 a.5

Yacrka nepiofy / iHTepBan KBaHTYBaHHA

Puc. 3.4. Cnextp yacrotu komuBanb TMII 3apopkiB BI0Ha 3a YMOB BIJIMBY
KaTiOHiB K06a/IbTy B KOHILIeHTpauii 10° M

a 8.1 8.2 8.3 8.4 8.5

Yacrka mepiofy / iHTepBan KBaHTYBaHHSA

Puc. 3.5. Cnextp vactoty komusanb TMII 3apopkiB B’I0Ha 32 YMOB BIUIUBY
KaTiOHiB K06a/IbTy B KOHILIeHTpauii 10* M

ITiku xonmmeanp npumnagaoTh Ha 0,032 mepiofy Ha iHTepBan

KBaHTYBaHHA B 000X BUIIAQ[IKaX, a OT)Xe, IepiOf KOMMBAHb NpU [il
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KaTioOHiB KOOanbTy 3MIHIOETbCA OFHAKOBO, fAK IIPY KOHIIEHTpaii
10 M, Taxk i mpu KoHeHTpanii 10* M, i cranoBuTb pubmm3HO 39 XB.
Ha pwuc. 3.6-3.7 mokasaHO CHeKTpM 4acTOT KommBaHb TMII

3apOJIKiB B'I0HA 32 YMOB BIUIMBY KaTiOHiB 0/10Ba B KOHILIeHTpalisax 10°-
H Y Yy 1

10* M.

Yacrka nepiofy / iHTepBan KBaHTYBaHHA

Puc. 3.6. Cnekrp 4yacroru KonuBaHb TMII 3apoakiB B'IoHa 3a YMOB BIUIMBY
KaTioHiB 0/10Ba B KOHI[eHTpaLii 10° M

a 6.1 8.z 8.3 8.4 8.5

Yacrka nepiofy / iHTepBan KBaHTyBaHH:A

Puc. 3.7. CnexTp yactotn KomusaHb TMII 3apopkiB BI0Ha 3a YMOB BIUIMBY
KaTiOHIB 0710Ba B KOHI[eHTpauii 10* M
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[Ipm fii KoHIeHTpallil KaTioHiB o/moBa 10° M, 4acTOTHMII MK
npunagae Ha 0,032 mepiofy Ha iHTepBa/l KBaHTYBaHHA, a OTXe, Iepiof
komuBab TMII y ipoMy pasi 36inbiryersbes npubmmsHo o 39 xs, AK i
npu Aii KaTioHiB K06anbTy B KOHI[eHTpawisx 10°-10* M.

3a yMOB BIUIMBY KaTiOHIiB on0Ba B KOHIeHTpauii 10* M
BepXiBKa 4aCTOTHOTO IIiKa € posTAar"enow: Bif 0,023 go 0,033 mepioxy
Ha iHTepBa/l KBaHTyBaHHA, OTXe, nepiof konuBanb TMII, sk i npu pgii
KaTiOHIB HiKemo B KoHIeHTpauii 10° M, He € OHAKOBUM IPOTSITOM
npobeHHs 6macToMepiB, a 3MiHIOETHCA Bif 38 10 54 XB.

Cnextpu uactor konmsaHb TMII 3apopkiB B'IOHa 3a yMOB
BIUIMBY KaTiOHIB IJMHKY B KOHLIEHTpaLifdX 10° M Ta 10° M mogaHo Ha

puc. 3.8-3.9.

Yacrka nepiony / iHTepBan KBaHTyBaHH:A

Puc. 3.8. Cuekrp yacroryt konuanb TMII 3apofikiB B’I0Ha 32 YMOB BIUIMBY
KaTiOHIB IMHKY B KOHIjeHTpanii 10°¢ M

YacroTHmi! miK mpy Aii KaTioHiB LMHKY B KOHIIEHTpanil 10 M
npumnajae Ha 0,031 nepiogy Ha iHTepBan KBAaHTYBaHHSA, 1O BifllOBifae

nepiony komusanb TMII 61m3bko 40 xB. OTxe, nepiof komanb TMII
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y LbOMy pasi 36i}IbH1y€TbCH HpI/I6}II/I3HO B 1,3 pasa, nopiBHAHO 3
KOHTPOJIEM.

Y pasi BIZIMBY KaTiOHiB IMHKY B KOHI[€HTpalii 10° M
4acTOTHMII MK posTArHeHmit Big 0,024 mo 0,032 nepiogy Ha iHTepBan
kBaHTyBaHHA. OTxKe, mepiof konuBaHb TMII 3miH0€TbCA Bif 39 mo

52 XB IPOTATOM ApoOIeHHs 61acTOMepiB.

- :
8 8.1 8.z 8.3 8.4 8.5
Yacrka nepiogy / iHTepBan KBaHTYyBaHHA

Puc. 3.9. CnexTp yactotn KomusaHb TMII 3apopkiB BI0Ha 3a YMOB BIUIMBY
KaTiOHIB IIMHKY B KOHI[eHTpanii 10° M

Ha pucynkax 3.10-3.11 300pakeHO CIIEKTpM YacTOTU
komBaHb TMII 3apofkiB B’I0oHa 3a YMOB BIUIMBY KaTiOHiB MapraHiiio B
KOHIeHTpanisx 10°-10° M.

ITix 4YacroTm mpm pAil KaTioOHiB MapraHU B KOHLEHTpawii
10° M npumnagae Ha 0,024 nepiony Ha iHTepBan KBaHTyBaHHs. Ilepiox
KO/MMBaHb Y IIbOMY pa3i CTaHOBUTD 52 XB, OTKe, 1iell BIVIMB CIPUYNHAE
30inpiieHHs mepiogy komuBanb TMII B 1,7 pasa, mopiBHsAHO 3
KOHTPOJIEM.

[Tig yac mii KaTioHiB MapraHi(o B KOHIeHTparii 10° M mik

yacroty npunagae Ha 0,023 mepiofgy Ha iHTepBa/ KBaHTyBaHHH, OTXKeE,
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nepiofi KONMBaHb gocsrae 54,3 xB, 1o 6inblile Bif nepiofy B KOHTPOJIi B

1,8 pasa.

Yacrka nepiopny / iHTepBan KBaHTyBaHH:A

Puc. 3.10. Cnekrp yactotu konusanb TMII 3apojikiB B'I0Ha 3a YMOB BIUIABY
KaTiOHIiB MapraHifo B KOHIeHTparii 10° M

8.4

YacTka nepiopy / iHTepBan KBaHTyBaHH:A

Puc. 3.11. Cuekrp vacroru KonuBaHb TMII 3apojikiB B'I0Ha 3a YMOB BIUIMBY
KaTiOHIB MapraHifio B KoHIeHTparii 10° M

Cnextpu uactor KoimmsaHb TMII 3apopkiB B'IOHa 3a yMOB

BIUIMBY KaTiOHiB KaJjMil0 B KOHLIEHTPaLIifAX 10° M Ta 10° M nogaHo Ha
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puc. 3.12-3.13. YacToTHI IiKM 3a LUX YMOB € NOCUTb BY3bKUMM, IO
CBIIYUTD PO MOCTIHICTb YaCTOTM KOMMBaHb TPAaHCMEMOpPAaHHOTO

HOTEHL[iaTy IPOTATOM Ipob/IeHHA 6/1acTOMEpiB.

a 8.1 8.2 8.3 8.4 8.5
Yacrka nepiopy / iHTepBan KBaHTyBaHHA

Puc. 3.12. Cnektp yactoru Konusanb TMII 3apoakiB B'I0Ha 3a YMOB BIUIXBY

KaTiOHIB KaJiMito B KOHIeHTpauii 10° M

3a yMOB HasBHOCTI B iHKy0auiiflHOMy cepefoBMII KaTiOHIiB
KaJMif0, KOHIIEHTPALlisl AKMX CTAaHOBUTH 10° M, miK 4acTOTM KONMBaHb
npunagae Ha 0,023 nepiofy Ha iHTepBan kBaHTyBaHHA. OTXe, Hepiof
komBanb TMII craHoBUTH npu6OMM3HO 54 XB, SIK 1 mpy Aii KarioHIiB
MapraHIfio B KOHI[eHTpaii 10° M.

YacroTHui! miK Tpu Aii KaTioHiB KagMito 61101 KOHIIEHTpalii
- 10° M - npumagae Ha 0,022 mepiofy Ha iHTepBal KBAaHTYBaHHSL
[lepion xonuBaHb € e OiMbIINM, MOPIBHAHO 3 KOHTpO/IEM i cArae
pu6M3HO 57 XB, 110 Oifblie Bi KOHTPOIO B 1,9 pasa.

CrexTpanbHMii aHaIi3 [a€ MOXIMBICTb BUABUTY YaCTOTHU
KOJIBaHb TPAaHCMeMOPaHHOTO NOTEHIia/Ty, IKi IPeBa/IIOI0Th IPOTATOM
nepiony ppobrneHHs 671acToMepiB, i MOPIBHATM YacTOTM KOJIMBAaHb

TMII y HopMi Ta npu il KaTioHiB BakKux MeTaniB. BiH cBiguuTh, 110



138

BIUIMB KaTiOHIB JOCTIJPKyBaHMX METAJIiB Y KOHLIEHTPALIisAX 10*-10° M
CIPUYMHAE 3MEHIIEHHs YacTOTM KOMMBAHb TpPAaHCMeMOpPaHHOTO
HOTeHIliamy, a OTXe, —30inblIye mepios; KomMBaHb, IOPiBHAHO 3

KOHTPOJIEM.

48

38

28

18

BN L L B L B (L B B

. \""

T S a1 s 8 e R R 1 8.4 RS R 10 R A By e )

a 0.1 8.2 8.3 6.4 8.5
HacTea nepiony / 1HTEPEAN FEAHTYEAHHA

Pruc. 3.13. Crextp vactoty konusaub TMII 3apopkiB B'IoHa 3a YMOB BIUIMBY
KaTiOHiB KapMito B KoHIeHTpauii 10° M

Hajimenme Ha 3MiHy 4YacTOTM KOJMBaHb BIUIMBAIOTL iOHK
Ko0OanbTy, IXHIill BIUIMB 3YMOB/IIOE 30i/bIlIeHHA Iepiofy KOIMBaHb
TibKM npu6mM3HO B 1,3 pasa, mopiBHAHO 3 KOHTponeM. HaiicyrreBime
BIZIMBAIOTh KaTiOHM HIiKeJII0 Ta KafMilo — Ilepiof KONMBaHb IIpY Jil IMUX
KaTioHiB 36inbIIyeTbCs 10 57-62,5 XB, (B 1,9-2 pasn). lonu Hikento B
KoHueHTpanii 10° M, omoBa B KoHueHtpauii 10* M Ta nuHKy B
KOHI[eHTpanii 10° M BIUIMBAIOTh TAaKUM YMHOM, IO TIEPiOf KOIMBAHb
He € TOCTITHUM i Bapitoe mpoTsrom apobienHs 6mactomepis: Bif 38 1o
62,5 xB mipu [iil KaTioHIB HiKemo B KOHLeHTpawii 10° M, Bif 38 mo 54 xB
npu Ail KaTioHiB onoBa B KoHIeHTpanii 10 M ta Big 39 fo 52 xB npu

Aiil KaTiOHIB MHKY B KOHIeHTparii 10 M.



139

3.2. 3mina akTuBHocTi Na™,
K* —axrusoBaHoi, Mg** —
3anexxHoi AT® —a3u membpan
3apogkiB B’IOHa BHaCAIgOK

BNAUBY KaTiOHIB BOXXKKUX MeTaAiB

PesynpraT = BUMIpIOBaHHSA ~ aKTMBHOCTI
Na*K'-aktuoBanoi, Mg**-samexxnoi AT®-asu 3a yMOB BIUIMBY
KaTiOHIB Ba)XKMX MeTa/liB Ta B HOPMi IofjaHo y BUrIAAi rpadikis, ski
Oymn BMKOHaHiI 3a jomoMoroil rpadiynoro pepakropa Excel i3
cra"gapTHoro Habopy Microsoft Office (puc. 3,14-3,18). 1li rpadikn
Bin06pa>1<a10Tb uyycnoBi 3HadeHHsa akTuBHOcTi Na', K'-ATd-asn,
obpaxoBaHi 3a crangapTHow Metopukow (M.J. ITpoxoposa, 1982) Ha
pisHMX cTafifix pO3BUTKY 3apoiKiB B'I0OHa IPOTATOM Iepiomy
npo6ieHHs 61acToMepis.

Opepxani  pesynmpratm  Oynmm  06pobneHi  Meromamu
CTaTUCTUYHOTO aHamisy. AktusHicTb Na', K'-AT®-asu B ymoBax
BIUIMBY KaTiOHIB BaXXKMX MeETaJlliB [OCTOBIpHO BiflpisHANMaca Bif
aKTUBHOCTi (pepMEHTy B KOHTPOJII.

Ha puc. 3.14 306paxkeHo 3HaueHHs aktuBHOCTI Na', K*-AT®-
a3y MeMOpaH 3apOfKiB B'IOHA Ha CTafii pO3BUTKY ABOX 6/1acTOMEpiB y
HOpPMi Ta 3a YMOB HAasABHOCTI B cepefoBuili iHkyOauii KarioHiB
IBOBAJICHTHUX Ba)XKMX MeTajIiB: HiKe/mo, KOOanbTy, O/l0Ba, LMHKY,

MapTaHIfio Ta KaAMil0 B KOHIeHTpanisx 10°-10* M.
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Puc. 3.14. 3minu akruBHocTi Na',K*-AT®-a3u 3apopkiB B’I0Ha Ha Crapii

IBOX 6/1aCTOMEPIB YHACIOK BIUIMBY KaTiOHIB Ba)KKMX MeTa/IiB Pi3HUX KOHIIEHTpALliil.

—
ba Oy 22

A, MEMank Po/Mr Gimkaxron
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Lo}
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Kouarpomn Nit*

Puc. 3.15 3mimnm akruBHocTi Na*,K*-AT®-asu BHaCTiOK BIVIMBY KaTiOHIiB

I
£ * T
L

*k

Lad

L2

i

Co . g n2+ z n2+

Mn2+ C d2+

E0107-4 ®10~-5 O107-6

16 Gract oMepiB

ik

C 02+ Sn2+ Zn2+

o10°-4 m10°-5 01006

Mn2+ C d2+

BXKIX METAJIB y KOHIeHTpawisx 10°-10* M Ha crapii posBuTKy 16 6nmactromepis

*_p<0,05, ** —p<0,01
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64 OnacToMepH
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Kourpose Ni**  Co%*  Sn*  Zn®™* Mn* Ca*

@10°-4 m10~-5 O10%6

Puc. 3.16. 3minu aktmBHOCTI Na*, K*—~AT®-asu 3apoakiB B’IoHa Ha crapii 64
61acTOMepiB YHACTIOK BIUIMBY KaTiOHIB BOXKKIMX METa/IB Pi3HMX KOHIIEHTpALIill.
*~p < 0,05, ** - p < 0,01

AxtuBHicTb Na', K'-AT®-asy 3a ymMOB BIZIMBY KaTiOHiB
BOKKIMX MeETaliB 3MEHUIYETbCA; BOHA 3a/IEXKUTh Bii KOHLEHTpawil
KaTiOHiB MeTaJliB: [iA KaTiOHIB Ba)KKMX METa/IiB y KOHLIEHTpaLlil 10*M
BeJie 10 3HAYHOTO 3MEHIIeHHA aKTUBHOCTI (hepMeHTY, BIUIUB KaTiOHIB y
KOHIeHTpanii 10° M chopuumHs€ MeHII BUPaKeHe 3MeHIIeHHs
aktusHOCTi Na*, K'—~AT®-asn.

Ha crapii mBox O61acToMepiB HaliCyTTeBillle BIUIMBAaIM Ha
akTuBHicTh Na*, K'~AT®-a3u oHM HiKeM0 Ta KagMilo, MeHIlle — IOHMI
IVIHKY, MapraHio Ta ojoBa. Jlifd KaTioHiB KOOAIbTY B KOHIIEHTpaIil
10" M symoB/ioBaia 3HauHe 3MeHIIEHHs aKTMBHOCTI GepMeHTy, a B

KoHIeHTpanii 10° M - Maike He BIUIMBa/Ia Ha 10T0 aKTUBHICTb.
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Puc. 3.17. 3mian axtmBHOcTi Na*, K*-AT®-a3u sapopkiB B'roHa Ha crapil
BOCBMOTO IIOZIi/Ty BHAC/IJOK BIUIMBY KaTiOHiB BaXKMX METa/IiB Pi3HUX KOHILIEHTPALil1.
*-p<0,05*-p<0,01
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Puc. 3.18. 3minn aktuBHOCTi Nat, K*~AT®-asu saponkiB B’IoHa Ha crapii 10
MIOJiTy BHAC/II/IOK BIIMBY KaTiOHIB BaKKVMX METa/liB Pi3HMX KOHIEHTpaLliit
*-p<0,05*-p<0,01
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3menmenHs akTuBHOCTi Na*, K'-AT®-asu Ha 1inn crapii 6inbi
BUpaXeHO, HDK Ha crafil fgBoX OmacromepiB. HaiicyrreBime Ha
aKTUBHICTb (pepMEHTy BIUIMBAIOTh iOHM HIiKeI0 Ta KafMilo, MeHIIe —
JIOHM IMHKY Ta OJIOBa, KaTiOHM KOOaIbTy Ta MapraHII0 BIUIMBAIOTDH
HalIMEHIIE.

Ha puc. 3.16 306pakeno 3navuenHs aktuBHOCTi Na*, K*-AT®-asu
32 YMOB HAasBHOCTi B iHKyOal[illHOMY CepemoBMIi KaTiOHIB Ba)KKMX
MeTaliB y TUX CaMuX KOHILEHTpaliAX Ha crafil 64 O6macroMepis.
3MeHIIeHHA aKTVBHOCTI (epMEHTY B IIbOMY pasi € Ije O6iIbll 3HAYHNM,
HDXK y TDONepefHiX mpukmagax. HaiicyTTeBime Ha aKTUMBHICTD
(bepMeHTy, K 1 Ha CTafissx OBOX Ta 16 6GmacToMepiB, BIIMBAIOTH
KaTiOHU HiKeJII0 Ta KagMilo.

3minu  aktuBHocti Na', K'-AT®-asm 3sapopkiB B’roHa
BHACJiJOK BIUIMBY KaTiOHIB Ba)XKMX METaliB Ha CTafil BOCHBMOIO
IIOJIi/Ty IIOJaHo Ha puc. 3.17.

3MeHIIeHHA aKTUBHOCTI (epMeHTy, fK i Ha IoIepenHix
CTaflisfX, 3a/JIeXXKUThb Bifl KOHIIEHTpalii KaTioHiB MerasniB, i Hail6impII
BUpaXXeHO M il KaTioHiB KOOAIbTY Ta HiKeJIIo.

Pucynox 3.18 Bifo6parkae sminu aktuBHocTi Na*, K'-AT®-a3n
3apofKiB B’IOHA BHACTIOK BIUIMBY KaTiOHIB BaXKMX MeTaliB Yy
KoHIeHTpauisx 10°-10* M Ha crapii gecsiToro moginy.

Ha wminm cramil 7ioHM HiKeI0 Ta KaJaMil0 TaKO>X BIIIMBAIOTh
Hail6i/1bIIe, a IOHU KOOAIbTY Ta MapraHIi0 — HalIMEeHIIIe.

OtpumaHi pe3ynbTaTi AalOTh 3MOTY IePEKOHATHCS, 1[0 BIUIUB

KAaTiOHIB TaKMX BAOXKKMX METAliB, K HiKenb, KOOA/IbT, OI0OBO, LIMHK,
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MapraHelnb Ta KafiMill y KOHLIEHTpaLiax 10°-10* M Befie 1o 3a/e>XXHOTO
BiJl KOHLIEHTpalil 3MeHIIeHHA aKTMBHOCTI Na', K'-akTnBoBaHo]i, Mg“-
3anexxHol AT®-a3u. Taxke 3MeHIIEHHA aKTMBHOCTI CIOCTEpirazoch sk
HiC/Is TepIIoro MOAiNy — Ha crafil fBox 671acTomepiB, Tak i B KiHI
nepiogy papo6neHHs OnacToMepiB - Ha Crafii fecAToro mo#inmy,
opu4yoMy Ha OimbIl paHHIX cTafifgx fApoOneHHsA 6GracToMepi
3MeHIIeHHA akTuBHOCTI Na*, K*-~AT®-a3u BHac/1ifOK BIZIMBY KaTiOHIB
BOXKNUX MeTaliB Oyno MeHII BupaxkeHo. Ha Bcix mocmimKyBaHUX
cragiax aktuBHicTb Na', K'-AT®-asum 3smiHoBamach Haitbinple
BHACJIiflOK BIUIMBY KaTiOHiB HiKeII0 Ta KaJMilo (H.M. Boiiko Ta iH.,
2002).

[lnsa 6inpin AxicHOI XapakTepucTuky 3MiH akTuBHOCTI Na*, K*-
AT®-a3u nmasmatnyHoi MeMOpaHU 3apoOAKiB B'IOHA 32 YMOB BIUIMBY
KaTiOHIB Ba)XKUX MeTaliB 6y10 po3paxoBaHo KoedilieHTn iHribysanus
Ios, AKi 3acBif4yr0Tb, Y AKiMl KOHLEHTpalii BIVIMB KaTiOHIB BaXKKMUX
MeTaJIiB 3yMOBJTIOE 3MeHIIeHH: aKTUBHOCTI pepmenTy Ha 50 %.

Busnavyamm xoedinientn inribysanHs Ios muaaxom nineapusanii
€KCIIOHEHIITHUX KPUBUX iHriGyBaHHH Na*, K*-AT®-asu karioHamu
OOCTiPKYBaHMX Ba)KKMX MeTa/liB Ha PIiSHMX CTafliiX PO3BUTKY Y
norapudmivyHNX KoopauHatax (puc. 3.19-3..23).

3HaveHHA KoedilieHTiB iHribyBaHHA los BU3Hawanmm y TouImi
HepeTUHY Ofep>KaHUX HpsAMux 3 Biccio abcumc (JI.O. dybuippkmi,
JI.C. BoBkauuu, 2003; T.C. Chou, 1976).

Yucnosi 3HaueHHs KoedilieHTiB iHribyBanHa los i mocmin-

JKYBaHVX MeTa/liB Ha Pi3HUX CTa/jisIX pO3BUTKY IOAAHO y Tabmuui 3.1.
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2 GmacToMepr

lg (Ag-Apr i Ay,

Puc. 3.19. BusHayeHHs koediuienra inribysanusa los Na¥, K*

ITa3MaTNYHOl MeMOpaHyu 6/1acTOMepiB B'IOHA KAaTiOHaMM Ba)XKMX MeTajliB Ha CTafii

PO3BUTKY IBOX O/1acToMepiB

16 6mactomepir
lg (g~ Aap )by

ce Mo Zn*
s

Puc. 3.20. BusHaueHHa koediuienra inribysanusa los Na*, K* - AT®-asu

[U1a3MaTnyHoOI MeMOpanu 6/1acTOMepiB BIOHA KaTiOHaMM BaKKMX MeTaliB Ha CTapii

PO3BUTKY 16 671acToMepiB
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&4 bnacToMepH

LgCesy-tagg) g,
_____________________________________________ 0B--

Puc. 3.21. BusHayeHnHs koedirieHTa iHFi6yBaHHH Ios Na*, K*

- AT®-asu

IUIa3MaTMYHOI MeMOpaHM 671acTOMepiB BIOHA KaTiOHaMM BaKKMX MeTaliB Ha cTapii

PO3BUTKY 64 671acToMepiB

VI nmomin

lg (Ao-Anre )l S

Puc. 3.22. BusHaueHHa koediuienra iHribysanua Ios Na*, K*

- AT®-asu

[1a3MaTMyHoOl MeMOpaHu 6/1acTOMepiB B'IOHA KaTiOHaMM BaKKMX MeTaliB Ha CTapii

possutky VIII mopiny
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Puc. 3.23. BusnauyeHHa koediuienra inribyeanna los Na*, K* - AT®-asu
IUIa3MaTMYHOI MeMOpaHu 6/1acTOMepiB BIOHA KaTiOHaMy BaKKMX MeTaliB Ha CTapii
po3BuUTKy X mofimy

Otpumani  3HaueHHs  KoedinientiB  iuribyBanusa  Ios
3acBiguy0Th, Mo 4yTuBicTb Na, K*-AT®-a3u fo BIIuBy KaTioHIB
BOXKUX MeTaIiB 3MIHIOETbCA Biff paHHIX CTafiil ApoOIeHHs
6macromepiB mo Oinbu mi3HIX. 30KpeMa, sAKuo KoedinieHt los mis
KaTiOHiB HiKeJIo Ha CTafil ABOX 6HaCTOMepiB CTAaHOBUTD 9,54-10° M, To
Ha crafii X nopiny — 6,38:107 M, Tob6TO Ha 1IBa nopsagku Hokde. OTxe,
aKTVMBHICTD I1bOTO (pepMEeHTy Ha CTafil HecsATOro IMOAITY 3MEHIIY€EThCS
BJIBiYi IIpM il KaTiOHiB HiKe/0 Y KOHLIEHTPALlil, 110 BABI4i MEHIla, HiX
Ha CTafiii ;BOX 6/1acTOMepiB.

Taki 3HaueHHs 30iraloTbCs 3 JaHUMU, ofep>kaHuMMK [oJioi0
(E.A. Toitma, 1993) mpu inri6yBanni Na', K'-AT®-asu oyabainom:

piBerp TMII 3apopkiB B’IoHa 3MiHIOBAaBCS IO-Pi3HOMY 3aIeXKHO Bif
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cragii  posBurky. Ha  6inmpmr  paHHIX  cTajiax — BifcoTkose
CIIiBBi/JHOIIEHHS 3HVDKEHHS PiBHA IOTeHILiany Oy/lIo HeBEeIMKUM, TOAL,
AK Ha OUIbII TMi3HIX CTafisix BOHO 3HAYHO 3POCTaNo, OTXe,
inribyBampumit edpext oyabainy OyB BupakeHMiT 3HaYHO cybHinte. [le
MOKe CBIIUMTU TPO 36iIbIIEeHHS gyrausocti Na¥, K'-AT®-asu po
iHribyBa/pHMUX BIUIMBIB BiJ paHHIX CTajill [pobmeHHs 61acToMepiB 1O
61/Tb1I Mi3HIX.

Tabnuus 3.1

3HaveHHs koedinieHTiB iHridysanus los (M) Na*, K'-AT®-asu
MeMOpaH 3apOfiKiB B'I0Ha KaTioHaMM BaXKKUX MeTasTiB Ha Pi3HUX
CTafliIX PO3BUTKY

Karionn Crapii po3BUTKY

BaXKKIX

MeTaiB 2 6acr. 16 6macr. 64 6macr. VIII nogin X nogin

Ni?* 9,54-10° 1,48:10° 5,57-107 4,13-107 6,38-107
Co* 3,74-10* | 3,72.10* 1,19-10* 1,13-10* 8,72:107
Mn?** 9,16-10° 1,64-107 4,54.10™ 2,61-10™ 1,82:10*
Sn** 3,07-10% 1,38-102 5,56-10 3,16-10* 1,98:10*
Zn* 1,7:102 2,89-10° 5,4-10” 4,96-107 3,94-10”
Ccd* 6,56-107 | 6,14-10° 3,66-10°¢ 4,99-10° 5,57-10°¢

Insa pisHux crapiit Apo6JeHHs XapakTepHa TaKoX pi3Ha
yyTnuBicTb Na*, K*-AT®-a3u 10 BI/IMBY KaTiOHIB Pi3HUX MeTasliB.

o 49yTImMBicTh MOXKHA IepefaTy 3a JOIOMOTOI0 PAAiB, fAKi
BifoOpaXkaloTh CTYMiHb iHTiOyBa/bHOTO e(eKTy KaTioHiB pi3HUX
Mertanis Ha Na¥, K*-AT®-azy.

Ha crapii 2 6;macromepis: Ni** > Co** > Cd** > Mn*" > Sn** > Zn*".

Ha crapii 16 6macromepis: Cd** > Ni**> Co** > Zn*">Mn?** > Sn*'.

Ha cragii 64 6macromepis: Ni*>Cd* > Zn** > Sn** > Mn** > Co™".

Ha crapii VIII moginy: Ni**> Cd** > Zn** > Sn** > Mn*" > Co**.
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Ha crapii X moginy: Ni**> Cd** > Zn*" > Co*" > Sn*" > Mn*".

Hariayok4ai 3HavenHst koedirieHTiB los, a OT)Ke, HalBUIUI
CTymniHp iHribyBaHH#A, Ha BCIX cTafifix ApoONIeHHA XapakTepHi A
KaTiOHIB HIKe/MI0 Ta KajfMilo, W0 CBigYMTH Npo IXHIiN HaitOinbLINit
BIUIUB Ha akTuBHicTb Na', K'-AT®-asu membpan 3apojxis B'1oHa. Crif
BigMmiTnTH, W0 KoedinieHT iHribyBaHHA los 414 KaTiOHIB KOOaIbTy €
[OCUTh BUCOKMM Ha CTafiii ABOX OnacroMepiB, a Ha OibuI MisHIX
CTafifX 3HAYHO 3MeHIIyeTbcA. Lle MoXxe CBifumMTH IMpO Oi/NbII BUCOKY
gyruBicTb Na®, K'-AT®-asu fo BIUIMBY IMX KaTiOHiB Ha pPaHHIX
CTaflifAX PO3BUTKY, IIOPiBHAHO 3 Oi/IbII MTi3HIMIUL.

Haiimenmnit inriOyBampHmit edekT i HallHIOKYI 3HAYeHHS
koeinienTiB iHrioyBanus s Maibke Ha BCiX JOCHTIKYBaHMX CTafjifx
PO3BUTKY XapaKTepHi [y KaTioHiB MapraHuio. KaTioHu onosa Mamm
TaKO)XX HEBUCOKi 3HaueHHsA KoedillieHTiB iHriOyBaHHS Ha BCiX cTamiax
Hpo6ieHHs 61acToMepis.

OTtxe, pospaxyHok KoedimieHnTta iHriOyBanHs Ios mae 3mory
npoaHanisyBatu 4dyriuBictb Na®, K'-AT®-asu 10 pisHMX KaTiOHiB

MeTaJIiB IIPOTATOM Iepiofy ApobieHHs 61acToMepiB.



Po3gir 4. YABTPACTPYKTYPA
3APOAKIB TA
MOAHUN®IKYIOUI BITAUBUA

4.1. 3MiHU YyALTPACTPYKTYpU
fAacTomepis 3apogkiB B'lOHa

Ha pPi3HUX CTagisix PpO3BUTKY

B HOPMI Ta Nnig BNAUBOM KaTiOHIB

Ba)KKUX MeTaAIB

B pesynbTaTi eneKTpOHHO-MiKPOCKOIIYHOTO
IOCTiIKeHHs YIbTPAaTOHKIX 3Pi3iB 3apoAKiB B'IOHA Ha CTafil pO3BUTKY
IBOX OnacToMepiB y HOpPMi BCTaHOBJIEHO, IO IXHA IUTOIUIa3Ma
TOJIOBHO CK/IAQIa€TbCsl 3 MAPiOHO3epHMCTOI TriajomiasMm CcepegHbOI
€JIEKTPOHHOI Ii/TbHOCTI, IMTOIIA3MATNYHIX OPraHe/l Ta BK/IIOYEHb.

Y muTommasmi poO3pisHAEMO KaHamM TPAaHYIAPHOTO Ta
arpaHy/IAPHOTO €H/I0IIa3MaTUYHOTO PETUKYTYMY, CKYIT4YeHHS MOJiCOM
Ta OKpeMi pubocomn.

Cepey, cKymueHb puOOCOM i IOTICOM 3HAXOAATHCA OKPYITIOL,
piguie — oBanbHOI ¢opMU MITOXOHAPII, sIKi MarOTh JOOpe PO3BMHYTI

30BHIIIHI i BHYTpillIHI MiTOXOH/piabHi MeMOpaHIL.
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Bayrpimna MiTOXOHIpiaibHa MeM6OpaHa YTBOPIOE
pO3Tamy>KeHy CUCTeMy KPUCT, MDK AKMMM € PedyoBMHa CepefHbOI
€JIEKTPOHHOI  IMIZIPHOCTI, T. 3B. BHYTPilIHbOMITOXOHJpialbHUI
MaTpPUKC.

ITopsan, 3 MITOXOH[piAMM BUABIEHO 3HAYHUX PO3MIpiB,
obMexxeHi MeMOpaHaMmM, TpaBHi Bakyosi. TpamisgoTbcss MiTOXOHZPI,
AKi ofHi€I0 3 GOKOBVX IOBEPXOHDb 3/IMBAIOTHCA 3 TPABHOK BaKyOJIEI0
(puc. 4.1, a).

MiX TpaBHUMM BaKyoJIIMU, Cepefi IOJIiB puOOCOM Ta IIOJIiCOM,
MICTATbCA TOOAMHOKI mi3ocomm, aBTodaromizocoMmm Ta ApiOHI
MNOIpOTEigHi Kparuti.

Tako BUABIEHO, IO B IMMOOKMX IIapax LMTOIUIA3MU
OnacToMepiB YacTillle TPAIUIAIOTbCA Ky/lenofionoi ¢opmu, pisHoi
€JIEKTPOHHOI HIiIBHOCTI Ta HEOZHAKOBOTO JiaMeTpa IPaHyIM >KOBTKa
(puc. 4.1, 6).

['panynm >koBTKa oTodeHi mo nepudepii MeMOpaHOIO, AKa B
0araTbOX MICHAX TIPOJOBXYETbCS Y TPYOKONMOAIOHMX BMpOCTax
rpanynapaoro EIIP. Hepenukoro piamerpa rpaHylIyM >XOBTKa 4acTo
IPWIATAIOTH 10 TPAaBHUX BAaKyOJIb i 3MBAIOThCA 3 HUMU (puc. 4.1, 6).

3 HaOMDKEeHHAM [0 KOPTUKAIbHOrO Imapy OrmactoMepiB
9acTOTa BUABIEHHA TPAaHY/N >KOBTKA 3MEHIIYETHCA, 3MEHIIYIOTbCA i
po3Mipy TpaBHUMX Bakyo/lb, a LUTOIUIa3Ma 3 HAOMIDKEHHAM IO
KOPTUKA/JIbHOTO IAPY 3allOBHIOETbCA PO3IIMPEHMMM  KaHaJIaMI
rpanynapHoro EINP, nucrepramu kommiekcy ['onbmxi (puc. 4.1, ).

[ToBepxHa  6macToMepiB  IMOKpUTa  CYLIBHOIO  YiTKO
KOHTYPOBAHOIO IJIa3MaTUYHOI0 MeMOPaHOI0, AKa Ma€ XBUWIACTY GopMy

3 HEBEJIMKOK aMILTITY/I0I0.
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Puc. 4.1. YibrpacrpykTypa 67acToMepiB 3apofiKiB B'I0Ha Ha CTafil PO3BUTKY 2
6macromepiB 3a HOpMambHuX YyMOB: AEP - arpaHymsipHuit eHAOIIasMaTUYHUIL
peruxynym; A®JI - aprodaronisocomy; I'EP - rpaHymsapHuMil eHEONIa3MaTUYHUI
peruxynym; JKI' - xoBtkoBi rpanynm; KI' - xommmexc T'ombmxi; KP - kpucru
mitoxouppiit; J1 - misocomu; M - miToxonppii; MT - mynbruBesuxynapHi tinbusg; I1IM
- wra3MaruyHa MeM6pana; I1C - momicomu; P — pubocomu; TB - tpaBHi Bakyoni

YIbTpacTpyKTypHe OpraHisyBaHHA O6/1acTOMepiB  3apOfKiB

B’I0Ha, 10 Oy iHKyOOBaHi NPOTATOM TOAVIHM 32 HAasBHOCTI KaTiOHIB
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HiKemo, B KoHUeHTpanii 10* M, xapakrepusy€eTbcs HU3BKOKO
€JIEKTPOHHOIO LiZIbHICTIO IUTOIZIA3MI Ta [Ie30praHi3alli€lo OpraHel.

BigmidyeHo, 11O TIpaHynM >KOBTKa MalM BelMMKi po3Mipu Ta
BEJIMKY €/IEKTPOHHY III/IbHICTb TOMOT€HHOTO BMICTYy.

[ToBepxHeBa MeMOpaHa, IO OTOYYE TpPaHYIM >KOBTKA, €
PO3IIYIIEHOI0 i Ma€ IIOOAMHOKI BMPOCTH, AKi IPOJOBXYIOTbCA B
Mmikporpy6oukax EIIP (puc. 4.2, a). llutomnasma, mo npuisirae mo
IpaHyJl )XOBTKa, HaCMYEeHa J1i30COMaMy, MajIol0 KiIbKiCTIO p]/[6oc0M Ta
TIIO/TiICOM.

MiroxoH/pii MalOTh BelMKi po3Mipi Ta mepeOyBalOTb y CTaHi
HabpAKy, AK 1 Bcd 1nurommasMa. 3oBHIHI  Ta  BHYTpimmHi
MITOXOHZpiaNbHi MeMOpaHu i KpUCTU PO3IyIIeHi Ta B OKPeMMX MiCIIsIX
YTBOPIOIOTH IPELUIIITaT! Ta Koaryasatu (puc. 4.2, a, 6).

BusiBiieHO MiTOXOHApII, 110 3/IMBAIOTHCA 3 TPABHUMM BaKyonsaMu (puc.
4.2, ). TpaBHi Bakyosi He MalOTb MeMOpaH, L0 X 0OMEXYIOTb, BMICT
IXHIl 3IMBAETbCA 3 BMICTOM TiaZoOIUIasMy; BOHM 3HAXOMAATHCA
IIepeBaXHO B AUIAHKAX rineprpodopaHoro xommekcy lompmxki (puc.
4.2, 8).

BBakawTh, 1110 3HaUHA KiMbKICTb MITOXOH/pia/lIbHUX MeMOpaH i
MeMOpaH TPaBHMX BaKyo/Ib YTBOPIOIOTD CYILI/IbHI JIITONPOTEeIfHI M.

OkxpeMi ZOiMAHKM KPUCT MITOXOHJpPii Ta MITOXOHApiaTbHOTO
cepemoBuIIa, IO IX OTOYYE, 30epiraloTh IIiTiCHICT, OfHAK i TYT
CIIOCTEPIraloThCA IOKa/IbHi YIIKOIKEHHA Y BUITIAN] PO3PUBIB.

KoptukanpHa nuTomnasma OrnacToMepiB Iiff dYac BIUIMBY
KaTioHiB Hikemo Ha OMM3bKill Bigfanai Bif IUIa3MaTMYHUX MeMOpaH €
e/IeKTPOHHO III/IPHOIO, a4 caMa IUIa3MaTMyHa MeMOpaHa, xoua i
KOHTYpOBaHa, OfHAaK y [/IAHKAX iHBariHauiil € IepepBHOI0, B AKX

MicIsx posnyueHomw (puc 4.2, 2).
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Puc. 4.2. YipTpacTpykTypa 61acToMepiB 3apofKiB B'I0HA Ha CTafil PO3BUTKY 2
6macToMepiB 3a yMOB BIUIMBY KaTiOH{B Hikenmo. [TosHauyeHH: — 5K Ha puc. 4.1

Kontyp mmasmatmynoi MeMOpanu 36epirae XBUIEHOAIOHY
dbopmy, ane aMIITITYa € Jy’Ke MaIoo.

3apopkyu B’IOHa IHKyOyBalmyM IIPOTATOM OfHI€l TOAMHM,
[OAI0YY XJIOPUF, KOOANbTy, KOHIIEHTpaLis sKOro cranoBmra 10 M.

Y rmbokux Imapax IMTOIUIa3MM 6/1aCTOMEpIB  BMSBIEHO

cepefHiX posMipiB J>KOBTKOBi TIpaHyIM, IO 4YacTO He MakTh
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obMexyiouoi 0007m0HKM. Bixm oxpemux mnepupepMYHMX [AiIITHOK
>KOBTKOBMX I'PaHYJI BiIXOZIATD TSKi €/IEKTPOHHO-IiTbHOTO MaTepiay.

Inrommasma, Lo MpUIATa€ O TPaHYA >KOBTKA, BMilllye
Je30pTaHi30BaHMIi TpaHyIAPHUI Ta arpaHy/IApHUN
eH/IOT/Ia3MATUYHMII ~PETMKYIyM Ta 3HA4YHy KiIbKiCTb JpiOHMX
HeIpaBWIbHOI popMu Bakyosns (puc. 4.3, a).

Ilopsap i3 cepegHbOi BENMYMHM S>KOBTKOBUMM TpaHY/IaMIU
BUSIBJIEHO HEBEIVKi CKYITYeHHs Ay>Ke APiOHMX IpaHy/l >KOBTKA. BoHnm
HIPWIATAIOTh 0 MITOXOHAPIN, 0 HepeOyBalOTb y CTaHi HAOpPAKY, Ta
OKpeMMX, 3HaUHUX 3a po3Mipamu, Bakyosb (puc. 4.3, 6).

Y MiTOXOH/pIisIX BiIMi4eHO /ie30praHisaiito KpucT, Oib1icTh 3
AKUX MAalOTh pO3MYLIeHi MeMOpaHy, [0 AB/ATb COO00 JIonpoTeifHi
€JIEKTPOHHO-IN/IbHI ~ CKym4eHHA. B okpemux  MiTOXOHJpiAx
CIIOCTEpIraeTbCs HAABHICTb KPUCT, SKi MAalOTb €JIeKTPOHHO-LIiNIbHI
MeMOpaHN.

B pinAaHkax puTomasMm, Iie € CKYIM4YeHHS MiTOXOHJpil, fKi
PO3MAfIAl0ThCA, HAsABHI CKym4eHHA pubocoM i momicom. Oxpemi
MITOXOHZPII B CBOEMY MATPMKCi BMILyIOTh €JI€KTPOHHO-ILiIbHI
KOMITAKTHI I'paHy!u. JInd TakuMX MITOXOHJPiNl XapaKTepHa LiIiCHiCTh
30BHIIIHBOI i BHYTpIlIHBOI  MITOXOHApiaIBHMX MeMOpaH Ta
rineprpopoBanux kpucr (puc. 4.3, 8). Y KOpTMKaJbHOMY Iumapi
6rmacroMepiB 3a yMOB BIIMBY KaTioHiB Co’" BiIMi4eHO HasBHICTb
BENMKOI KiJIbKOCTI HE3Ha4YHMX 3a pO3MipaMM TPaBHUX BaKyoOJlb, AKI
po3MileHi IepeBakHO MIXK BEIMKUMMA 3a posmipamu
He30praHi3oBaHMMy  MiTOXOHApiaMu. Taki MiToXoHApil MaloThb

po3mylleHi 30BHIIIHI i BHyTpimHi MeMOpanu Ta Kpucrtu. IlepeBaskHO
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posmylleHi MeMOpaHM KPUCT 3/IMBAIOTBCS MK CO0OI0 I YTBOPIOIOTDH
MacH JIIONPOTEIAliB Pi3HOI €IEKTPOHHOI IiI/IbHOCTI.

[ToBepxHs nuromIasMu 61acToMepiB € HepiBHOWO Ta (opmye
CXOAMHKOMOAiOHI  BummHaHHA. IDrasmarmyHa  MeMmOpaHa  Ha
3arOCTPEHMX BUIMHAHHAX Ma€ YiTKi KOHTYpM Ta BUPaXKEHY
ABOIIAPOBICTD, TOAI AK Y MiIAHKAX, AKi BifjaneHi Bii BUIIMHaHb, BOHA
posmyiena abo ii 30BcimM Hemae.

EnexTpoHHa WIiNbHICTG riajomnasMy, MO0 MNPWIATAE [0
PO3IIyIIeHNX [IUIAHOK MeMOpaHy, € mifBuieHoo (puc. 4.3, 2).

ITig yac iHKyOyBaHHS 3apOjKiB B’IOHa 3a HasABHOCTI KaTiOHiB
LMHKY, KOHLIEHTpallidi fAKUX CTaHOBM/IA 10* M, uuTomIasMa
6macTromepiB 30imHeHa Ha >XKOBTKOBi rpaHymu. JKoBTKOBi rpanymm
HeBe/IMKIX pO3MipiB 4acTo HeoOMesKeHi JIiMiTOBaHOI0 000IOHKOIO.

Ha 6nmuspkux Bigjgansax Bif >XOBTKOBUX TpaHy/1 BUABJIEHi
MTOOAVMHOKI IIEPBUHHI Ti30COMM Ta MY/IbTUBE3UKYIAPHI TilbLiA BETMKUX
po3MipiB.

lManmomnasma, 10  OTOYye  JKOBTKOBI  TpaHyIM  Ta
MY/IbTUMBE3UKY/IAPHI TiNblis, epebyBae B cTaHi HAOPSKY, a MOOAVHOKI
KaHaJM arpaHy/sApHOTO €HAOIUIa3MaTUMYHOIO PeTUMKYIYMYy — B CTaHi
nisucy.

[TepeBaXHO [0 7Mi30BaHMX 1 rinepTpoOoBaHMX KaHANiB
€H/IOIUIa3MATUYHOTO PETUKYAyMy MPWIATaE KOMIUIEKC [ombmxi.
BxopoueHi KaHamy Ta MiKpOMIXypli KoMmIuleKcy ['onmbiki HamoBHeHi
P€4OBMHOIO 3HAYHOI €JIEKTPOHHOI II/IBHOCTI.

Miroxonzipil, 1m0 3HAXOAATbCA MDK KOMIUIEKCOM l'onmbpxi

Ta rinepTpooBaHNMY KaHATaMI arPaHY/IAPHOTO eHOI/Ia3MaTUYHOTO
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Puc. 4.3. YnbrpacTpykTypa 6/1acToMepiB 3apofiKiB B'IOHA Ha CTafil pO3BUTKY 2
6macToMepiB 3a YMOB BIUIMBY KaTiOHiB K06anbTy. I[lo3HaueHHs — 5K Ha puc. 4.1

PETUKYIIyMYy, MAalOTh ONTVMA/IbHO PO3BMHYTi 30BHIIIHi Ta BHYTPillHIi
MeMOpaHu Ta kpuctu (puc. 4.4, a).

BusBneHo TakoX miAAHKM IINTOIUIA3MM, IO  MIiCTATH
Ie30praHi3oBaHMil KOMIUIEKC ['0NbKi, KaHamM i MiKpOMIiXypIli AKOTO €

€lIeKTPOHHO-CBIT/IMMY, a MeMOpaHM, IO IX OOMEXYIOTb, PO3IYyIIeHi
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(puc. 4.4, 6). Miroxouapii, sKi 3HaXOEATHCSI MOPAR 3 TaKUM
arpooBaHMM  KOMIUleKcoM [omppki €  JesopraHizoBaHmmuy,
nepeOyBaloTb y CTaHi HaOpsKy. 30BHIIIHI Ta BHYTpilHI MiTO-
XOHfIpianbHi MeMOpaHu Ta MeMOpaHM KpUCT posmyuleHi (puc. 4.4, 6).
MiToXOHApiaTbHNII MAaTPUKC TAKMX MITOXOHJPill BMillly€e IpenuIiTaTi
Ta KoarynAaTu. [lepeBaxkHo omucaHi GpopMu MiTOXOHAPIN 3HAXOAATHCA
B KOPTUKaJIbHOMY Iapi 671actoMepis (puc. 4.4, o).

ITnasmarmyHa MeMOpaHa 61acTOMepiB YaCTKOBO pO3MYIIeHa, il
penbed HaOMVDKeHMIT 1O IUIOLIVHYA i He MiCTUTD 3ar1nbyIeHb BCcepeyHy
LUTOIIa3MMU.

OpHoropuHHe iHKYOyBaHHS 3apofikiB B'IOHa Ha cTagii 2
67macToMepiB Y cepemoBMI, B fKe MOJAHO KaTiOHM MapraHuio,
CIIPUYMHIOBAJIO IIOABY YAbTPACTPYKTYPHMUX 3MiH OpraHesl Ta BK/IIOYEHb.

BusaBneno, mo >XOBTKOBi TI'PAaHYIM MAIOTh [EIO0 3HIDKEHY
€JIEKTPOHHY IIiNIbHICTh. [IoBepXHEBi YacTMHN OKpeMUX IpaHyIl )KOBTKa
OTOYeHi MeMOPaHOI0, 10 YTBOPIOE MOPUCTi CTPYKTYPHU, OKpeMi 3 AKUX
MAIOTh KyIIO/IONOAi0HI BUIIMHAHHSA B LIUTOIUIAa3My i IIPOJXOBXKYIOThCA B
kaHamax EITP, mi/istHKYM sIKOTO MiCTATH pubOCOMMU.

IIpunerna mo Takux >KOBTKOBMX TpaHy/ LUMUTOIIa3Ma MiCTUThb
3HAUHy KiIbKiCTh posmmmByacTol ¢opmm pubocom i mormicom,
MITOXOHAPiNI, IO MalOThb [I€30pTaHi30BaHMII MaTPUKC Ta YaCTKOBO
POS3IIyILlIeHi KPUCTH.

Cepen  mOMB  4YacTKOBO  [Ie30pTaHi3oBaHMX  pubOcoM
BUABJIATHCA HEBEMKUX posMipiB TpaBHi BaKyori,
MYyNIbTUBE3UKY/IAPHI TiNbLA, IEPBUHHI i30COMU BENMKUX PO3MIpIB,
posumpeni kaHanu arpanynspsoro EITP (puc. 4.5, a). BusasneHo Takox

YKOBTKOTIOZ[iOHI TpaHy/IM BeMMKUX PO3MIpiB, B SAKUX MK €IeKTPOHHO
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L[I/IbHUM BMICTOM Ta OOOJIOHKOIO, 110 CK/IANAETbCA 3 30BHIIIHBOI Ta

BHYTPIIIHbOI MeMOpPaH, MiCTATbCSA 1O/ TPAHY/IAPHOTO MaTepiay.

=4 =

Puc. 4.4. YnbprpacTpykTypa 6/1acToMepiB 3apofiKiB B'I0HA Ha CTafiil pO3BUTKY 2
61acToMepiB 3a yMOB BIUIMBY KaTiOHiB IIMHKY. Il03HaYeHH SK Ha puc. 4.1

Ak npaBuno, nuToNIa3Ma, 110 IPUJIATAE 10 ONMCAHMUX TPaHYIL,
Hacu4eHa BEIMKOI KiJIbKICTIO pOSHIMPEHMX KaHA/IB arpaHy/spHOTO

EIIP, Ha6pHK)II/IMI/I MiTOXOHJPisIMIU, MY/IbTUBE3UKY/IAPHVIMHA TiNbLAMMA,
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NEepBUHHMMM J1i30COMaMM, IOOAMHOKMMM TPaBHUMMU BaKyOJsIMI,
obMexxeHMMM 060710HKOIO (puc. 4.5, 6).

Yacto TpamnAmTbCA  HAKONMYEHHSA  BENMKOI  KiJIBKOCTi
TPOHOMNIOAIOHNX CKyHnYeHb IIOTicoM, sAKi mo mnepucepii obmexxeHi
000JIOHKOI0, 11J0 CK/IAJIA€ThCA 3 OFHI€T a00 IBOX HEUiTKO KOHTYPOBaHMX
MeMOpaH. [iISHKM LMTOIUIa3MM, IO MICTATh BENMMKI CKYITYeHHs
MOMiCOM 1 NEpPBMHHMX J1i30COM, MICTATb TaKOX BEIVKY KilIbKiCTb
MiTOXOHApii. MiToxoHApii 3HAXOHATbCA HA  pI3HUX  eTamax
fesopraHisanii Kpucr Ta (OpPMyBaHHA IPELMIITATIB, KOAryJATiB,
TOMOT€HHUX JMOMPOTeITHIX KOMIUTEKCIB (puc. 4.5, 8).

KopruxanbHi mapy nuromnmasmu 61acToMepiB 3a yMOB BIUIVBY
KaTiOHIB MapraHIll0 HaCMYeHi BeJIMKOI0 KiIbKICTI0 pubocoMm, sKi MaloTh
HeJiTKi KOHTYpH, ITOJIiCOM Ta 00’ €lHAHD NOJTiICOM.

MiTtoxoHppii, Xo4a iX 1 € 3Ha4YHa KiJbKiCTb, OJHAK €
[€30praHi3oBaHi, MAalTh PO3NYIIEHI KPUCTYU, YacTO iXHill MaTpUKC
Habpsikmit. Pa3oM i3 MITOXOHApisIMM BMSBIEHO 3HAYHY KilbKiCTh
posLIMpeHNX KaHajiB arpaHynApHoro EIIP. ¥ mapi nuromnnmasmu, 1mo
6e3nocepelHbO IPUIATAE [0 PO3IYIIEHOI IIa3MaTM4HOI MeMOpaHu,
BUABJIEHO Mi/IBULIEHY €/IeKTPOHHY ILi/IbHICTD, BiH € TOMOT€HHVIM.

[ToBepxHs nuTOIUIa3Mu OnacToMepiB 30epirae XBuIenomioHy
¢dopmy, opHak Il ammmiTysa i Yactota € HEOZHAKOBMMM IO BCiil
noBepxHi. ITnasmatnyHa MeMOpaHa OmacToMepiB posmyuieHa (puc.
4.5, 2).

InkyOyBaHHA 3apojkiB B’IoHa Ha crafil 2 6macTomepiB y
cepefoBuIi 3 [OflaBaHHAM KaTiOHIB KagMil0 CIPUYMHAE [0 yAbTpa-
CTPYKTYpPHi 3MiHM, AKMM XapaKTepHi HM3bKa €JIeKTPOHHA LIiTbHICTb

IMTOI/IA3MM, IO IepeOyBae B CTaHi HAOPAKY, Ta [ie30praHisyBaHHA
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Puc. 4.5. YnbprpacTpykTypa 6/1acToMepiB 3apofikiB B'I0HA Ha CTafiil pO3BUTKY 2
6macToMepiB 3a yMOB BIUIMBY KaTiOHiB MapraHuo. [TosHadeHHs — AK Ha puc. 4.1

JKOBTKOBUX TpaHylL. Y O>KOBTKOBUX TpaHy1 Opakye JiMiTOBaHOI
000/TOHKN, a TOBepxHA € posmymreHow. Illap mnuronmasmu, IO
NIPUJIATAE IO TPaHy/ )KOBTKA, BMIlly€ 3a3BMYail ria/loIIasMy, HEBEIUKY
KiJIBKICTP TpaBHMX BaKyoO/b, MiKPOMIXypLji, IIOOJVHOKi misocomu,
arpa”y/IsApHUI €HJOIUIa3MATUYHMUI DPETUKYIYM, AKUI PO3INafacThCA

(puc. 4.6, a).
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Y BigpmaneHMx Bif >KOBTKOBUX TpaHY/I OilAHKaX LUTOIUIA3MM
3HaXOAATbCA IOOAMHOKI BenuKi MiToxoHApii. MitoxoHpgpii, xoua i
36epiraoTb cBoi popmMu, ofHAK IXHI MeMOpPaHU € [ell0 PO3MYIIeHNM,
pasoM 3 TUM iHKO/IM 30BHIIIHA MiTOXOHApiambHa MeMOpaHa (opmye
BUPOCTM, TIOENHAHI TPAaBHMMM BaKyOJSAMM, IO 3aXOHATH ITIMOOKO B
nutorasmy (puc. 4.6, 6). Cepex Takux MIiTOXOHJpiil Ta ApiOHIimMX 3a
po3MipaMy TpaHy/l >KOBTKa BUABJIEHO IIOOJVHOKI KOPTMKa/IbHi
rpanyny. YacTuHa BeIMKIUX 32 PO3MipaMiy MiTOXOHZ il BMilllye 3Ha4HY
YJaCTKy KPUCT, sIKi TpaHCHOPMOBaHi B CKYITYeHHS JIIIIOIPOTEIfHIX Mac.

Oco6MuBICTIO TAKMX AIAHOK LMUTOIUIA3MU € TaKOX HAsBHICTD
rineprpodoBanoro Komiulekcy lompmxki, mo mepudepii sAkoro
3HAXOJATHCS HEBEMMKI 32 PO3MipoM IepBUHHI isocomu (puc. 4.6, 8).

[llap uuromrasmyu OnacroMepis, KWL 6Ge3MOCEPETHBO
IpPWIATAE O LUTOIUIa3MyU MeMOpaHu, SIK BUJHO 3 pucC. 4.6, 2, BMilllye
HOOJVHOKI MITOXOH[pii, sfKi IepeOyBalOThb y CcTaHi HaOpsKy, ApiOHI
TpaBHi BaKyosi, 0 He 3aBXX[IM MAIOThb YiTKi JiMiTOBaHi 000710HKY, i
KOPTUKa/IbHi TPaHy/Iy, 110 MAalOTh HEYiTKi KOHTYPH.

[IrasmatmyHa MeMmOpaHa OracToMepiB 3a yMOB BIUIMBY
KaTiOHiB KajMil0 Mae€ Jlerko BUIIYKITy (opMy, OCOOMMBO B THX
YaCTMHAX, sKi ABJISAIOTh COOOI0 CYLI/IbHUIT €eKTPOHHOLLIIBHUI TSDK 11
NIPELMIITATIB 1 KOAry/lIATiB.

BigMideHO TakoXX [iNAHKM PpOSIYIIEHOI IUIa3MaTUYHOL
MeMOpaHM. Y He3HAYHMX KIIbKOCTSX BUABJIEHO [iIAHKM ITOBEPXHI
e/lacToMepiB, Je I1a3MaTdHa MeMOpaHa He € CylibHOIo (puc. 4.6, 2).

[7mmboxi mrapu UMTOIVIa3MM BMILIYIOTh BeIMKUX PO3MipiB
JKOBTKOBI ~TpaHy/IM pisHOI eleKTPOHHOI ILIiIbHOCTI, OOMeXXeHi

nimMiToBaHOI0 060/10HKOIO (puc. 4.7, a). Y 6e3nocepenHiit 6113bKOCTI 10
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JKOBTKOBMX TpaHy/ 3HAXO[AATbCA IPYNM TPaBHUX BaKyo/lb CEpefHix
pO3MipiB, pO3IIMpEHI KaHalyM arpaHy/laApHOIO €HJOIIa3MaTUYHOIO
PETUKYIYMY.

EnexTpoHHa wiinbHiCTD riajomnasMu B [AiIAHI AMCIOKALT
>KOBTKOBMX I'DaHYJI € HESHAYHOIO.

[To6/1u3y >KOBTKOBMX TpaHY/I HEBEIMKUX PO3MIpiB BUABIIEHO
CKYIIYE€HHA MITOXOHJPIli, AKi MalOTh PO3BMHEHI KPUCTM Ta 30BHILIHI i
BHyTpilmHi MemOpanu (puc. 4.7, 6). llmrommasma MK Takumm
MITOXOHZPIiAMM MICTUTb KaHaaM arpaHy/AApHOrO €HJOIUIa3MaTUYHOIO
peTukynymy. 3 HaOmmKeHHsAM Ho mepudepii Omactomepa KilbKicTh
JKOBTKOBUX TIPaHy/l 3MEHIIYETbCA, a LUTOIUIa3Ma 30aradyeTbcs
riajIon/IasMol0  CepefiHbOI  €IEeKTPOHHOI  ILIIbHOCTI, B  AKIii
MPOCTEXYIOTbCA PiBHOMIPHO pO3MillleHi TpaBHi BaKyosi, KaHaau
arpa”y/IApHOIO €HJOIUIa3MATUYHOIO PETMKYIYMY, 3HaYHUX pO3MipiB
MmiToxouzpii (puc. 4.7, 8).

KoprukanpHmit map nmromasMm 61acToMepiB 36araueHmi
mpibHuMMM  kaHamamy  arpaHynsgpHoro  EIIP,  npi6Ho3epHMCTOIO
riajioriasmMoo. 3ayBaKMMO, 110 y KOPTUKAIBHMX IlIapax 6/1acToMepis,
LUTOIJIa3Ma AKUX € €IeKTPOHHOCBIT/IOK, Ki/IbKiCTb MiTOXOHAPIIA,
HOPIiBHAHO 3 IUTOIUIa3MOIO €/IeKTPOHHOLI/IbHUX IIapiB, € OinbIIoo
(puc. 4.7, 2), i BoHU HabMOKeHi KO MIa3MaTUIHOI MeMOpaHIL.

[TrasmatnyHa MeMOpaHa 3apojKiB Ha cTafiii 16 61acToMepiB €
CYLI/IHOIO, 4iTKO KOHTypoBaHOI0 (puc. 4.7, ¢). Penbed mosepxHi, sky
00MeXye IUTasMaTN4yHa MeMOpaHa, € XBWIEIOAiOHUM, 3 [Iy>Ke Majoo

aMIUITYOIO.
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Puc. 4.6. YipTpacTpykTypa 6/11acToMepiB 3apofiKiB B'I0Ha Ha CTaflil PO3BUTKY 2
671acToMepiB 3a yMOB BIUIMBY KaTiOHiB KagMmiio. [To3HaueHHs — 5K Ha puc. 4.1

IHKY6YBaHH$I 3apoAKiB B'IOHAa Bifl 3arUTifHeHHsA [oO cramii 16
6macToMepiB y cepemoBMINi 3 [OfjaBaHHAM KaTioHiB  Hikero,
KOHIIEHTpalliss fAKOro craHoButh 10 M, 3yMOBIHE 3HAa4Hi 3MiHM
YABTPACTPYKTypu uuromasmMu. IlepemyciM, Ije CTOCYeTbCA TpaBHMUX
BaKYOJIb, AKi MAlOTh JOCUTD Be/IMKi PO3MipH i JIOKani3oBaHi IepeBaXKHO
B I/n6uHi 61actomMepiB. 3HaYHA KiNbKICTb TPAaBHUX BAaKYO/Ib IIPUTIATAE

710 000/IOHKY YKOBTKOBUX TPaHYIL.
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Puc. 4.7. YnbprpacTpykTypa 61acToMepiB 3apofiKiB B'I0HA Ha CTafil po3BUTKY 16
6macToMepiB y HOpMabHMX yMOBax. Ilo3Ha4eHHs — K Ha puc. 4.1

Y rianomnasMi, o 3HAXOAUTHCA MiXX TPAaBHUMM BaKyOJLAMI,
CKOHILIEHTPOBaHi MITOXOHApii, sKi IHepeOyBaloTb Ha pi3HMX eTamax
posnazny. IlpuBepraloTb yBary eleKTPOHHOILIIbHI MiTOXOHApIl
BEJIMKUX PO3MIpiB 3 pO3BMHEHOI0 CITKOIO0 TPYyOKONMOAiOHMX Kpucr i
3HAYHOI0 KiJIPKICTIO Ma/blenofiOHNX BUPOCTIB. Y TaKMX MIiTOXOHJpIil
30BHIIIHA  MiTOXOHApiabHa MeMOpaHa IiijTicHa, Tomi AK Y

€/IeKTPOHHOCBIT/IMX MITOXOHAPiil KpuCTH i 30BHIIIHA MeMOpaHa €
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pOSIyIIEHMMM, a MAaTPUKC BaKyoJli3oBaHMM. bararo wmiToxoHppiit
ABNIAE€ COOOI0  BaKyoNemofiOHi CTPYKTypu, B CepefuHi SAKUX
3HAXOAATbCA MpEUMINTaTH 1 KOAryJaATM, JIIIONPOTEIfHI Macu
(puc. 4.8, a).

[HII BiSHKY TIMOOKYX LIapiB LUTOIMIA3MIU MiCTATH )KOBTKOBI
TPaHy/IM CepefHiX po3MipiB, sKi MalOTh pO3MYILIEHY 000MTOHKY, TAKOX
BOHM  BMII[ylOTb  CKYIIYEHHSA  MY/JAbTUBE3VKYIAPDHUX  Tilenp,
aBTOQaronizocomn, MITOXOHApPil HeBeMMKMX po3MipiB i ceperHbOI
eNTeKTPOHHOI 1[inbHOCTI (puc. 4.8, 6).

Y  [minAHKax ~ CKyI4eHHA  MITOXOHJpiil  CIIOCTEpirarnTb
fesopraHisoBaHmil KoMmIuieKC ['onbipKi, KaHamm arpaHynsgpHOro i
TPaHyIAPHOTO €HMIONIa3MATUYHOTO PETUKYNIYMY, €I€KTPOHHOIIIbHI
HepBUHHI 1i3ocoMn, oOMexeHi cyninpHOI0 MeMOpaHow (puc. 4.8, 6).
iit minAHLI IMTOIUIa3MM XapaKTepHa TaKOXK HasgBHICTb MiTOXOHJPpIA,
AKI MaoTb pO3INYIIEHi 30BHIIIHI 1 BHYTPilIHI MiTOXOHApianbHi
MeMOpaHM Ta KPUCTH, @ B MAaTPUKCi — IOOAMHOKI e/1eKTPOHHOIII/IbHI
TPaHYIIN.

LIntonnasma nepudepiitHuX mapiB 3a YMOB BIUIMBY KaTiOHIiB
HiKemo € 30iHeHOI0 Ha BHYTPIIIHbOKTITMHHI opraHemu. [ianommasma
BOJHOYAC € Ie30PTaHi30BaHOI0 i mepedyBae B CTaHi HAOPAKY.

Kanamu arpaHymsApHOrO €HAOIUIa3MAaTUYHOTO PETUKYIYMY
ni3oBaHi, a ixHi npodini ABAITL cob60I0 MpenumiTaTy i KoarynAaTu. B
KOPTMKAJIbPHOMY IIapi ILUTOIUIa3MM O1acTOMEpiB MiCTATbCA TPYIN
MITOXOH/Ipilt, fAKi HepeOyBalOTb Ha 3aBepUIAIBHMX eTalax pO3Iafy.
[xHili MaTpMKC BaKyomi30BaHWIL, a KPUCTH, 30BHIlIHi Ta BHYTpilIHi
MeMOpaHM, - J1i30BaHi, BOHM HaOyBalOTb BUIIANY HEBEINMKNUX
ninonmporeigHnx Mac. Ilmasmarmyna MeMmOpaHa sABiIge  co60I0

€/IeKTPOHHOIIIBHMIL CYLiIbHMIT YTBip, penbed sAkoro Ha Oimbiocti
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BiTAHOK € IUIOCKMM 1 IIPOJOBXXYETbCA HE3HAYHOI BUITYKIIiCTIO
oKpeMux AinsHOK. [lo mrmasmMaTudHol MeMOpaHu 3 GOKy riamorasmmu
61acToMepiB NPWIATAOTb TOHKMM LIAPOM Macy IpeLUIiTaTiB i
KoarynaTis (puc. 4.8, 2).

YnpTpacTpykTypa  6GrmactomepiB  3apoAkiB  B’IOHa, IO
iHKyOyBamucs 3a HasABHOCTI KaTiOHIB KOOA/IbTy € 3MiHEHOI0, TIOPiBHAHO

3 KOHTPOJIEM.

Pruc. 4.8. YnprpacTpykTypa 671acTomMepiB 3apofikiB B'IoHa Ha CTafii po3BUTKY 16
6macToMepiB 3a yMOB BIUIMBY KaTiOHiB Hikeo. [losHayeHHA — AK Ha puc. 4.1
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IluTonnasma 6inbln po3pifkeHa, MOPIBHAHO 3 KOHTpONIeM. Y
Hilf CIIOCTepiraloTbcsi pubOOCOMM Ta IIOJICOMY HEYITKMX KOHTYPIB,
posmmmpeHi KaHamu arpanynapHoro EIIP, moopmHOKi mnepBuHHI
misocomm. TakoXX y DIUTONIasMi MiCTUTbCA BeNMKA Ki/lbKiCTb
MITOXOH/Ipiif, 30BHIIIHi Ta BHYTpIlIHIi MeMOpaHM KPUCTH, SKUX Yy
6araTbOX MICIIX yTBOPIOIOTH IIpelnIiTaTy i Koaryasatu (puc. 4.9, a).

MirtoxoHppii, 1[0 3HAXO#ATbCA B HepudepiiHMX Iapax
LUTOIUIA3MM, € GBI MMOLIKOIKEHVIMI, MOPiBHAHO 3 MiTOXOHZPiAMMU
boKux 1mapi. MeMOpaHu Ta KpUCTM TaKMX MITOXOHAPIi y 6aratbox
MICIIX YTBOPIOIOTh CKYIIUeHHS /inonporeigaux mMac (puc. 4.9, 2).

TakoxX y LuTOIUIasMi BUABIEHO IOOAMHOKI MY/IbTHBE3UKY-
NApHiI TinbLg 3HawyHOro po3Mipy (puc. 4.9, 6). YKoBTkoBi rpanymm
OTOYeHi MOABITHOI MeMOPaHOI0, IO YTBOPIOE BUIMHAHHSA HEBEVMKIX
po3mipis (puc.4.9, 6).

[InasmatuyHa MeMOpaHa BifIpi3HAETbCSA €100 BMPAKEHOIO
xBuAcTicTio. Ile pasoM 3 TIOHVMXKEHOIO INibHICTIO LUTOIUIA3MU
cBigunTh mpo HabpsAk kimitmHM (puc. 4.9, ¢). Y 6aratbox Micusax
IJ1a3MaTUYHA MeMOpaHa € PO3IIyIIEHO0 Ta IIePEPBHOIO.

InkyOyBaHHs 3apoikiB B'IOHa Ha cranili 16 OmactomepiB 3a
HasgBHOCTI KaTiOHiB LIMHKY, KOHII€HTpalisd AKOrO CTaHOBUTb 10* M,
3YMOBJIIOE He3Ha4yHi 3MiHM Y/IbTPacTPYKTypM LUTOIIa3MU Y BHYT-
pimHix mapax 6macromepis. [ianomntasma HabyBae HU3BKOI €1eKTPOH-
HOI LIiI/IPHOCTI, KaHa/IX arpaHy/IAPHOrO €HIO0IIa3MaTUYHOTO PETUKYITY-
MY CTaIOTb [El0 PO3LIMPEHNMH, KiIbKIiCTh TPABHMX BaKyO/Ib 3MEHILEHA.

1o MOOAMHOKMX, HEBE/IUKIX 3a pO3MipaMI, )KOBTKOBMX I'PaHy/I
HpWIATaloTh rinepTpodoBanmit KoMmiteKe I'ombppKi i Benyka KinbKicTb

Api6HMX MITOXOH/PIi1, K MalOTh posnyiueHi MeMOpanu (puc. 4.10, a).
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B minsgHKax cKyIueHHs APiOHMX MiITOXOHJPIil BUABIEHO TaKOX
HOOAMHOKI aBTO(aronizocomu, KaHaIM Ae30praHi30BaHOTO arpaHyJsp-

HOTO €HJIOIIa3MaTUYHOTO peTuKynymy (puc. 4.10, 6).

L

Puc. 4.9. YnbrpacTpykTypa 6/1acToMepiB 3apOfiKiB B'I0Ha Ha CTafiil PO3BUTKY
16 6mactoMepiB 3a yMOB BIUIMBY KaTiOHiB K0b6anbTy. Ilo3HaueHH: — AK Ha puc. 4.1

Y mrapax LMTOIUIa3My, IO 3HAXOAATHCA OMVDKYe [0 MOBepXHi

6macToMepiB 3apofKiB, IUTOIIa3Ma MICTUTb 3Ha4YHY KiNbKiCTh KaHaiB
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TPaHy/IAPHOTO 1 arpaHY/ISAPHOIO €HMIOIIa3MaTUYHOTO PeTUKYIYMY,
nomicoM i pmOOCOM, HeBENMMKY Ki/IbKICTb TPaBHUX BaKyoOIb MajIMX
pO3MipiB, IOOAMHOKI MY/IbTUBE3UKYIAPHI TiNbUA Ta CKyIYEHHA
MITOXOHJPili, AKi MAalOTh 3MEHILEHY €JIEKTPOHHY LIUIbHICTD i YaCTKOBO
posmymreni mem6pann (puc. 4.10, 6). 3ayBakeHO, 10 KOPTUKA/IbHUI
mlap LMTOIUIa3MM Yy pasi BIUIMBY KaTiOHiB LUHKY 3a CBOIM
YIBTPAaCTPYKTYPHUM OpraHi3yBaHHAM MaiKe He Bifpi3HA€TbcA Bif
KOHTpO/II0. Po3pi3HAEMO B HbOMY HApiOHO3epHMCTY TriajnoIIasmy,
BeJIMKY KinbkicTb pumbocoMm i momicom. Ilg dvacTMHa IUTOIIIA3MU
BMilllye He3Ha4HO Trineprpodosanmit Komiviekc I'onbmxi, mo nepudepii
AKOTO  3HAXOAMUTbCA BeNIMKA KIIbKICTb  MiXyplLiB, 3allOBHEHUX
€/IeKTPOHHO ILIi/IbHUM MaTepianoM, Ta epBuHHi nizocomn (puc. 4.10, 2).

Ha mHeBenukiit Bimmanmi Big Komimiekcy IombmXi BUABIEHO
KacKaJ, MiTOXOHApiil 3HAYHMX pO3MipiB 3 moOpe PO3BMHYTUMMN
Kpucramu. MiTtoxoHzapil 3 mporo psAgy, Aki € HaibmoKde Ao
MIKpOMiXypLjiB KoMIIeKCy ['onbpKi, MaoTb [e30praHi30BaHMII
MaTPUKC Ta KPUCTH, WO ABJAIOTb COO0I0 CKYIYeHH JIIONpPOTeIfHUX
Mac, Tofi AK ixHi 30BHilIHI i BHyTpimHi MeMOpaHnM 1ijTicHi.

[TnasmatnyHa MeMmOpaHa 67acToMepiB € OiNbLI TOHKOIO, M€
XBIUIENORiI6HY hopMy, BUCTYIN i BIAIVIHY KO He 3aBXXAM HePioANIHO
IIOBTOPIOIOTHCA.

IHkyOyBaHHA 3apoAkiB BIOHA 3a HAasgBHOCTI KaTioHIiB
MAapraHIfi0, KOHIEHTpalis SKOro CraHoButb 10* M, TakoX 3MiHIOE
YIBTPAcTPYKTYpy 6/1acTOMEpiB 3apOAIKiB, IOPIBHAHO 3 KOHTPOJIEM.

IIntomnasMa Mae 3Ha4YHO 3HIDKEHY €/IeKTPOHHY LIiIbHICTB,
IOpiBHAHO 3 KOHTpPO/IEM, i MICTUTb IIOLIIKOMXKEHI OpraHenmm Ta

BK/IoueHHs (puc. 4.11).
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Kanamn arpanynaproro EIIP posmmpeni. Pubocomu Ta

II0JIICOMM MAIOTh HEYiTKi KOHTYPH i TPAIUIAETbCA Y BUITIALL CKYIIYEHb.

Pyuc. 4.10. YbrpacTpyKkTypa 61acroMepiB 3apoikiB BI0HA Ha CTafii pO3BUTKY
16 6mactoMepiB 3a yMOB BIUIMBY KaTiOHiB LIMHKY. [l03HaueHH: - AK Ha puc. 4.1

binpimicte MiTOXOHApPi/I Mae 3pyliHOBaHi 30BHIlIHI Ta
BHYTpilIHi MiTOoXOHApiambHi MeMmOpanu. Kpucrtu mitoxouppiit - me
CKYITYEeHH: IIpelMIIiTaTiB Ta KoarynAris (puc. 4.11, a). Ilopsp 3 Takummn
MiTOXOHAipisiMM OyBalOTh MiITOXOHApPii, fAKi MAalOTh HENOUIKOIKeHi
MeMOpaHM, aje IXHI KPUCTM 3pYIHOBaHi 11 YTBOPIOIOTH CYIIi/IbHI

ninonporeinxi nonsa (puc. 4.11, 6).



172

JKoBTKOBI rpaHynM MalTb HEYiTKO BMPaKeHY OOOTOHKY, [0
SIKOI IPUJIATAIOTH CKYITYeHHS e/IeKTPOHHO-IINIbHUX TsKIB (puc. 4.11, 6).
Y umrommasmi 6macToMepiB  MOXyTh OyTM  IIOOAVMHOKI
MY/IbTUBE3NKY/APHI Ti/IbLIA BEIMKUX PO3MIpiB, YaCTMHA BMICTY AKUX €
nisoBaHoI0. TaKoX Y LMTOIIAa3Mi CIIOCTepiraloTh MOOAMHOKI J1i30COMU

(puc. 4.11, 2).

Puc. 4.11. YabTpacTpyKTypa 61acToMepiB 3apofKiB B'I0Ha Ha CTafjil pO3BUTKY
16 6;1acToMepiB 3a yMOB BIUIMBY KaTioHiB MapraHio. Ilo3HaueHHs — K Ha puc. 4.1
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EnextpoHHa wmiinpHicTh riamomnasmu 6macToMepiB 3apojkiB
B’IOHA HA LIOCTiil TOAVMHI PO3BUTKY 32 HOPMa/IbHMX YMOB € He3HAYHOIO,
a ¢opma OmacromepiB — KynenopibHa. Mix6mactomepHi mpocTopu
pOSLIMpEHi Ta 3allOBHEHI pEYOBMHOK HE3HAYHOI €/IeKTPOHHOI
[iIBHOCTI, APpibHO3epHMCTOI KOHCUCTeHLl (puc. 4.12, a).

IluTomnasMa, 10 NPUIATAE JO IUIA3MAaTMYHOI MeMOpaHM, Mae
Ma/Inii BMICT IUTOIUIa3MAaTUYHIX OpTaHesI, TOA1 AK 3 HaO/MVDKeHHAM JI0
LEeHTPYy KITMHM [JpiOHO3epHNUCTa TiajolIasMa HANOBHIOETHCS
MITOXOH/IPisIMM OKPYTJIOl Uy OBa/IbHOI POPMM 3 4iTKO KOHTYPOBAaHVMM
Kpucramn. B 6esmocepenHiit 6/1M3bKOCTI KO MITOXOHApINt BUSBIEHO
KaHa/IU arpaHy/IApHOro ta rpanynsapHoro EIIP, pu6ocomu, momicomm
(puc. 4.12, 6).

Y [medxkMx MicUfAX NIUTOIUIA3MU CIIOCTEPIraloThb [IiMAHKU
KOMIUTeKCy [onbmki, 1o ABIAIOTE COO0I0 pO3TamyXeHi cucreMm
MiKpOMIXypIiiB, KaHa/liB, ApiOHNX IepBUHHMX i3ocoM (puc. 4.12, 6).
Ha peAxux BigjaneHHAX Bif [EeHTPaJIbHUX YaCTUH KOMIUIEKCY ['ombxKi
BUABJIEHI CKYIIYEHHA PO3Taly>XeHOI CHUCTeMM MiKpOMIXypLiB Ta
KaHa/bliB, AKi, MOXX/INBO, YTBOPIOIOTb BUJII/IbHY CUCTEMY.

[ToBepxHs 6rmacToMepiB YKpuUTa IUIa3MAaTMYHOI MeMOPaHOIO,
penbed sAKOi Harajye Ha IONIEPEYHOMY Ilepepisi CUCTeMy BUIIMHAHD Ta
sarmmbmeHb  mpmbnmM3HO  ofHaKoBOoi  ammmitysu.  IlmasmaTmyna
MeMOpaHa Ha BCbOMY IIPOT#3i € 4iTKO KOHTYpoBaHOIWo (puc. 4.12, 2).

InkyOyBaHHA 3apoAKiB B'IOHA 3a HAsABHOCTI B iHKyOaliltHOMY
CepenoBUIL KaTiOHIB HiKe/To, KOHLEHTpAL[isl AKOTO CTaHOBUTH 10 M,
IPOTATOM IUSATM TOAVH 3YMOBJIIOBIO 3MiHM YIBTPacTPyKTypu

6macToMepiB 3apojKiB, HIOPiBHAHO 3 KOHTPOJIEM.
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Puc. 4.12. YabprpacTpykTypa 6/1acToMepiB 3apOfKiB B'I0HA Ha IIOCTiil TORMHI
POSBUTKY B HOPMaJIbHMX yMOBax. [o3HadeHHs — 5K Ha puc. 4.1

EnexTpoHHa IIiZIbHICTD TiaZoN/Ia3My € 3HVDKEHOIO, IIOPiBHAHO
3 KOHTponeM. Dbmacromepu 30epiraioTb KynmemnonibHy — ¢dopmy,
MDKK/ITMHHA pe4OoBMHA — OpiOHO3epHIICTA, a/le TPAIUIAITHCS i BeIMKi
TPaHy/IN eleKTPOHHOIIIbHOTO MaTepiainy (puc. 4.13, a).

IInronnasma MiCTUTb MiTOXOHJApii, KPUCTU AKUX B OCHOBHOMY
3pyJHOBaHi, MalIOTb BUIJIAM IIPELUIITaTiB Ta KOAry/nATiB. [lesKi 3 HuX -

Ile CyLiIbHi ninonporeinni nona (puc. 4.13, 6).
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Mitoxouppii 6inpir IIMOOKUX mapiB LUTOIVIa3MM, IO
IPUIATAIOTH 0 SKOBTKOBMX TPaHyJI, 30epiraloTh LiTiCHICTb KPUCT, ane
BHYTpIIlIHI Ta 30BHILIHI IXHI MEMOPaHU € YaCTKOBO YIIKO/KEHUMIL.

JKOBTKOBi rpaHymu MaloTb HEBMCOKY €/I€KTPOHHY ILIiIbHICTB,
MOPiBHAHO 3 MOTIepeIHIMM CTafiAMM PO3BUTKY (puc. 4.13, 8).

Mix MITOXOHApiAMM MICTUTBCA BeNMKa KibKiCTh 4aCTKOBO
Ile30praHi3oBaHMX pMOOCOM Ta MOJICOM, HEPBUHHI JIi30COMM, KaHAIN
rpanynApHoro Ta arpanyiaapHoro EIIP. Takox y umromiasmi HasABHI
CKYIIYE€HHA PO3Taay>KeHOI CCTeMM MIKpOMIXYPIIiB Ta KaHa/bliB.

[ToBepxHa  61acTOoMepiB  NOKpUTA  LUTOIUIa3MATUYHOIO
MeMOpaHOI0, SIKa B IEAKUX MICLAX € PO3IYIIEHOI Ta ITOLIKOMXEHOIO
(puc. 4.13, 2).

SIkmo B cepepoBuini iHKyOamii HasgBHi KaTioHM KOOambTy,
KOHI|eHTpallis sSIKuX cTaHoButh 10* M, ynpTpacTpykTypa 6ractomepis
3apOJIKiB B’IOHA Ha LIOCTiil TOAVIHI PO3BUTKY € 3MiHEHOI0, IIOPiBHIHO 3
KOHTPOJIEM.

liamormasmi 671acToMepiB LMX 3apofKiB XapaKTepHa HM3bKa
€JIEKTPOHHA  ULIi/IbHICTD. IIuTtommasma  3amOBHEHAa  YacCTKOBO
fe3opraHisoBaHuMy pubocoMamy Ta IONICOMAMM, MITOXOHJPIAMH,
KaHa/laMi TpaHy/lIsApHoro ta arpanynapHoro EIIP, posramyxkeHoro
CHCTeMOIO MixXypIiB i KaHanbLiB (puc. 4.14, a).

JKoBTKOBI TpaHymM MalThb HIDKYY, HDK Ha Oimblnl paHHIX
CTaJjiAX PO3BUTKY, €JIEKTPOHHY ILi/IbHiCTb.

Mirtoxouppii MaloTb OKpyri1y GopMy, po3MilljeHi HeBeTUKUMU
CKYIIYEHHAMM, KPVICTU IXHi YaCTKOBO PO3IyILEHi, AK i 30BHIillIHiI Ta
BHYTpilIHi MeMOpaHu. B pesaxux Micisax KpucTU MiTOXOHApIN Maibxe
IIOBHICTIO 3pYJIHOBaHi i AB/IAIOTb COO0I0 CKYITYEHHs JIONPOTEITHOTO

Mmarepiany (puc. 4.14, 6).
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Puc. 4.13. YuprpacTpykTypa 671acToMepiB 3apofikiB B’I0HA Ha INOCTiil TofuHi
PO3BUTKY 32 YMOB BIUIMBY KaTiOHiB Hikeo. [losHaueHHs — AK Ha puc. 4.1
YacTrHa  MITOXOHApIN, posMilleHMx Yy O6e3mnocepenHii
61M3bKOCTI [0 YacTKOBO Jie30praHi3oBaHOr0 KoMmiuleKcy I'ombmxi,
YTBOPIOE 00’ €JHaHHA 3 Ki/IbKOX MiTOXOHJIPIil, KPUCTY SKUX PO3IYIIEH]
i1 YTBOPIOIOTb MIMONpPOTEifHI MoA. JJo TaKMX CKyIT4YeHb MiTOXOHJpii

MOXYTb IPWIATaTU TPaBHi Bakyori (puc. 4.14, 6).
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[InasmatmyHa MeMmOpaHa MDK OnacroMepamMyu Mae cm1abo
XBUIACTY GPOPMY, B IESAKVX MICIISIX BOHA PO3ITyllIeHa ab0 IOLIKO/KeHa.
[InTorasmMa KOPTUKa/IbHKX IIApiB 61acTOMEpPiB Ma€ HEBEIMKMIL BMICT

opranern (puc. 4.14, 2).

Puc. 4.14. YabrpacTpyKTypa 671acTOMepiB 3apOfKiB B’I0HA Ha IIOCTill TOAMHI
PO3BUTKY 3a YMOB BIUIMBY KaTioHIiB K06anbTy. [lo3HaueHHs — 5K Ha puc. 4.1

YnpTpacTpyKTypa  OmactoMepiB  3apoAkiB  B'IoHa,  AKi

niggaBanuca iHKyOYBaHHIO 3a HasABHOCTI B iHKy0aLlilfHOMY cepefoBUILi
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KaTiOHIB LIMHKY, KOHIIEHTpal[is siKkoro cranoButh 10* M, € 3miHeHO,
IIOPiBHAHO 3 KOHTPOJIEM.

EnexTpoHHa IIiNBbHICTD rianomiasmy 61acToMepiB He3HayHa.
IluTonnasma 3amoBHeHa pubocoMamy, IIOJIiCOMaMy, IePBUHHIMMA
nisocoMamy, MITOXOHAPiAMM, KPUCTM SAKUX 3HAYHO IIOLIKOJDKEHi,
HOpiBHAHO 3 KOHTponeM. OpraHenyu, AK 1 BCA IUTOIIA3Ma,
nepeOyBaThb y cTaHi HaOpAKY (puc. 4.15, a).

Kpuctn pesxux MiTOXOHApIl ABIAITH 0000 imonmpoTeifHi
Macy, MeMOpaHu posmylleHi, iHKonyu nepepBaHi. JJo HeAKMX 3 HUX
IpUWIATAIOTH TPaBHi Bakyori (puc. 4.15, 6).

JKoBTKOBi rpanymu 6/1acToMepiB LMX 3apOJKiB MAlOTh BUIJIAL,
TPaHYyIAPHOTO MaTepialy HEBMCOKOI €JIeKTPOHHOI IinbHOCTI. B
OesrocepenHiil  ONMM3bKOCTI B0  TaKMX TpPaHYI  3HAXORATHCA
MYIBTUBE3NKY/IAPHI Tinbug (puc. 4.15, 6, 6).

Y umromnasMi 6r1acToMepiB CIOCTepiraloTb poO3TalTyXeHi
CHCTeMU MiKpOTPYOOUOK Ta KaHA/IbLIiB.

[ToBepxHa  OmacromepiB  mokpura XBWIACTOI  (opmnu
MeMOpaHoIo, sIKa B 6araTboX MICISIX € PO3HYIIEHOI 200 IepepBaHOI0
(puc. 4.15, 2).

InkyOyBaHHA 3apojKiB B'IOHA 32 HAsABHOCTI B iHKyOaLillHOMY
cepeloBUIi KaTiOHIB MapraHUI, KOHLEHTpalisd AKOrO CTAaHOBUTD
10" M, 3yMOBIIIOE 3MiHU YIbTPACTPYKTYpM OaCTOMEPIB 3apOAKIB Ha
HIOCTi/i TOOMHI PpO3BUTKY, MOPiBHAHO 3 KOHTponeM. lluTommasma
671acToOMepiB TaKMX 3apOAKiB MICTUTb prOOCOMM Ta MOICOMU, KaHAIN
rpaHynsApHOro Ta arpanynAapHoro EIIP, mnepBuHHi misocomu,
mitoxoHzpii. [iamomnasma 6racToMepiB €  eIeKTPOHHOILINTBHOIO.

Binpmiicte MiTOXOHApilt 36epirae IimicHiCTP KpUCT, 30BHIIIHIX i
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BHYTpIIIHIX MeMOpaH, ale AesAki MIiTOXOHApii MaloThb po3mylIeHi Ta

MIOLIKO/KeHi MeMOpaHu Ta Kpuctu (puc. 4.16, a).

=1 2

Pyuc. 4.15. YnprpacTpyKkTypa 6/1acToMepiB 3apofikiB B'IoHa Ha LIOCTili TOAMHI
PO3BUTKY 3a YMOB BIUIMBY KaTiOHiB IMHKY. Ilo3Havyenns — Ak Ha puc. 4.1

JKOBTKOBI rpaHynyu MaoTbh BUCOKY €/1€KTPOHHY HIibHICTh. Y
OesmocepenHiil  OMM3bKOCTI BiJ HUX 3HAXOMATHCS MITOXOHApIl 3

KPUCTaMH, IO SIBJISI0TH C000t0 ninonporeinHi moss (puc. 4.16, 6).
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Kpim Toro, mo6mmsy >KOBTKOBMX TPaHY/ 3HAXO[ATbCA TPaBHi
Bakyori (puc. 4.16, 6).

[InasmatyHa MeMOpaHa € XBIWIACTOI, MaibKe Ha BCbOMY
MpOTA3i CYLiIZIbHOI. B IeAKux MicLIfIX CIIOCTEPiraloTb pO3IyIIEHICTD Ta
MOLIKOYKEHHS OKPeMUX iISTHOK MeMOpaH (puc. 4.16, 2).

Y pasi imkybyBaHHA KIITMH 3a HaABHOCTi KaTiOHIiB KajMiio
IIa3MaTyHa  MeMOpaHa  OnacToMepiB €  PO3TATHEHO, Ha
IOTIepeYHOMY IIepepi3i Habupae ¢opMy BUTATHYTOI HUTKM, a caMmi
KITTMHM nepeOyBaloTb y cTaHi HabpsAky. Inmi O6macTomepn, mo
3HAXOJATbCA TIOpAJL, Ha [eAKUX [ilAHKaX MaThb 3PYIHOBaHY
IJIa3MaTUYHY MeMOpaHy, 4acTMHAa KOPTUKATBHOTO LIAPYy LUTOIIIA3MU
BifillapoBaHa B MDKKIITMHHUI npocTip (puc. 4.17, a). MbXKTiTHHHNIT
IIPOCTip 3aIIOBHEHMII NPELMIIITATAMY Ta KOATYIATaMIL.

Y pinAHKax 3pyiiHOBaHOTO IIApy LMTOIVIA3MM 6acToMepiB y
KOPTMKAQJIbHUX IIapax Tia/JIoIIa3MU IPOCTEXYETbCS  (OPMyBaHHA
KaHajiB rpanysapaoro EITP BupmoBkeHol gopmu, 1o Moxxe CBiguuTH
PO afalTUBHE NPUCTOCYBaHHA KIITUHM O eeKTy MOIIKOPKEHHA Ta
3aMillleHHs T1asMaTuyHol MeMbpanu (puc. 4.17, 6).

[Intomnasma 6macToMepiB Mae Maimmii BMIicT pubocoM Ta
HOTicOM, 3HA4YHy KiIbKiCTb MiTOXOHApilt okpyrmoi ¢opmu 3
PpOSIyLIeHMY KPUCTaMIL.

OkpeMi MiTOXOHApiI € Bakyoni30BaHMMM Ta BMIIIYIOTDb
NpeuuIIiTaTy Ta KOaryaATH. MK MITOXOHApiAIMM  BHABIIEHA
posraly>xeHa CUCTeMa  MIKpPOMIXypLiB, BUJOBXE€HUX KaHaB,
MY/IbTUBE3UKY/IAPHUX Tifenb. B quTommasmi HagBHi )KOBTKOBI IPaHy/IN

HEBJCOKOI e/IeKTPOHHOI 1inbHOCTi (puc. 4.17, 8).
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Puc. 4.16. YabrpacTpyKTypa 671acTOMepiB 3apOfiKiB B'I0HA Ha IIOCTill TOAMHI
PO3BUTKY 32 YMOB BIUIMBY KaTiOHiB Mapranuo. Ilosnauenns — ax Ha puc. 4.1

Y pinAnkax rineprpodosaHoro kommiekcy I'onbki BUABIEHO
3HAYHi CKyITYeHHA ApiOHMX NEepPBMHHMX 1i30COM, IIOOANHOKI MePBUHHI
7Mi30COMM  BEMKOIO pO3Mipy Ta [le30praHisoBaHi MiTOXOHJpIi

(puc. 4.17, 2).
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Puc. 4.17. YnbprpacTpykTypa 61acToMepiB 3apofikiB B'I0Ha Ha INOCTiil TOfVHi
PO3BUTKY 3a YMOB BIUIMBY KaTioHiB KagMmilo. Ilo3HadeHHsA — AK Ha puc. 4.1

l'neprpodiss xommtekcy T'onbmki CBigYMTh MpO MifiBUIIEHY
JIOr0 [iAJNIbHICTD, IO HaINpaB/JieHa Ha YTUIi3allilo ITOMIKOMKEHNUX
YIBTPAcTPYKTYp Ta MeTabOIiTiB.

ITigcymMoByI0uM, CKa>KeMo, 10 iHKyOyBaHHSA 3apojiKiB B'IOHA Ha

PisHMX CTafliiX PO3BMUTKY 3a HAABHOCTI KAaTiOHIB BaXKUX MeETaliB
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OpU3BOAUTb [0 BUHUKHEHHSA 3HAUYHMX 3MiH YIbTPacTPYKTypHu
61acToMepiB 3apofiKiB, NOPiBHAHO 3 KOHTporneM. Crocrepirarorbcs
Taki 3MiHM, AK TIOIIKO/PKEHHA Ta [je30praHisyBaHHA OpraHes,
rineprpodiss BuAinmpHOI cucremy (komrvtekcy [onbmxki), 3HauHUI y
[esKUX NPUKIafax HaOpsAK LUTOIUIa3MU Ta OpraHesl, PO3IYLIEHHs Ta
MOLIKO/PKEHHsT ~ MITOXOHAPiaAbHMX 1 I[UIa3MaTMYHMX  MeMOpaH
(H.M. Boiiko T1a iH., 2002).

3ayBaXuMo, 10, HE3BOKA4M Ha TaKi 3Ha4YHI 3MiHM
YIBTPAaCTPYKTypu 6/1acTOMepiB, 3apoAKy B'I0HA, 110 Oy iHKyOoBaHi 3a
HasBHOCTI KaTiOHIB MOCHI/PKYBaHMX BaXKMUX MeTaliB, 36epirammn
KUTTE3ATHICTD, X04a i BifjcTaBanu y PO3BUTKY Bifj KOHTponbHUX. Ha
Oimpm misHix cragiax (7-10 gmi6) y 25-30% 3 Hux crocrepiramm
HagBHICTb IIEBHUX BaJ, PO3BUTKY, MaJOPyX/IMUBICTb, CIIOBi/IbHEHHA
cepLeOuTTA, ame BimcoTOK 3armbeni IUX 3apofkiB OyB HeHabararo
6inpumit, HibK y koHtpom (H.M. bBoiiko, O.A. Toitga, 1996;
H.M. Boiiko, JI.I. Canarypcexuii, 2000).



Po3gian 5. AATOPUTMU
MOBYAOBU «AOTYHUX»
CTPYKTYP, CXEM, K AHAAOT
BIOAOTTYHUX ABULLL

5.1 AkicHuli Ta NOpPiBHAALHU
aHaAi3 guHamiku
OioeAreKTpuyHuX,
eHepzo3abe3neyvyBarbLHUX

i MeMOpaHHO —TPAHCNOPTHUX
NpoueciB y paHHbOMY
embpiozeHe3i B'10Ha Ta

wnopuesoi xabu

3  MeTow [OCHMKEeHHA  0coOIMBOCTEN

AVHaMIKV 0ioeNeKTpMYHMX i MeTabO/MiYHNX NPOLeCiB Ta 3’sACYBaHHS

4aCOBOTO OpraHi3yBaHHS MiX HMMMU Ha CTapii ;po61eHHs 3apoaKiB pubd

ta amdibilt HaMy IpOBeeHO MaTeMaTUYHUI aHA/I3 alepiOfNIHNX Ta
IepioINYHMX 3MiH ITapaMeTPiB, AKMMU ONNCYIOTD Lii IPOLIEeCH.

Bigomo, 110 YacoBe OpraHisyBaHHA IOJIATA€ Y CYKYITHOCTI BCiX

pUTMiYHMX mpoleciB, sAKi BifgdyBaloTbcs y 6iocucremax, 1o
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B33a€EMOJIIIOTb, Y3TOMXKYIOTbCS B daci MDK co6oi0 Ta 3i 3MiHHUMHU
ymoBamu cepepouma (F0.A. Pomanos, B.B.Mapkmua, 1989).
BBakaloTb, 10 PUTMIi4YHi 3MiHM BiJTBOPIOIOTb [ifA/IbHICTb perynATOp-
HUX MeEXaHi3MiB y NiATpMMaHHI rOMeOCTasy, TOAi fAK amlepiofguyHi
(3MiHM 3araJIbHOTO PiBHSA) — AiS/IBHICTD, CIPSIMOBAHY Ha 3MiHY piBHSA
¢dyukuionyBanHsa pisuux mnpouecis (H.b. Uromesa u pp.,2001).
OcTaHHE TBepKEHHS  Y3TOIKYETbCA 3 OTPUMAaHUMHM  HaMMu
pe3y/IbTaTaMy KpOC-KOPEJIALIHOTO aHali3y anepiogMyHMX 3MiH 6io-
eIeKTPUYHNX 1 MeTabOoMiYHMX XapaKTEPUCTUK 3apoAKiB B'IOHA Ta
IITTOPILIeBO1 XKa0ML.

[na 3apopkiB B’IoHa y mepluiit cepii Kpoc-KOpersuiifHOro
aHamizy (Tabn. 5.2) HamMM BMAB/IEHO 12 CTaTMCTUYHO 3HAYMMMUX
KOpENALIHNX 3a/JIEXXHOCTEN MK JOCTiIPKYBAaHMMU ITOKasHMKaMu. Sk
i immi aBropum (JI.C. Mwmnbman, O.I. Oposunxmit, 1973; I.I. Ca-
Harypcpkmit, 1983; E.A. Toiiza, 1993) MM BUABUAM IIO3UTUBHI
kopenanii mixx AII-TMII, HIT'-IIITK, TMII-IIIIK, a, xpim nporo, Mixx
6ioenextpununnmu napamerpamu 3 III' i AK, AK 3 IIITIK ta HeraTuBHi
mocroBipHi kopenanii mbx TMII i AK 3 K3. Lli pesynbratu cBigyaTb
Ipo Te, WO TilepnojsApusalis 3apoOAKOBOI MeMOpaHU CyIpOBOJ-
JKYETbCA  TIICMIIEHHAM IHTEHCUBHOCTI IIpOLIECiB  €HEpPreTMYHOro
MeTaboTi3My, a TaKOXX IiATBEPAXKYIOTh BiloMi eKCIepyMeHTa/IbHi faHi
Ipo Te, IO IPKEPENIOM €Hepril y IeBHMII Iepioj PO3SBUTKY 3apOjKiB
TBapuH € 3a3Buyait riaikoren (JI.C. Munbman, 10.T. ¥OpoBuukuii, 1973;
IO.I. Oposuukuit u gap., 1996; 10.I. IOposBuikmit, 1999). Linkom
3pO3yMiNnuMu € Kopesslilti 38’a3ku Mbk AK 3 iHIIMMM moKasHuKaMm
(puc. 5.1), ockimpkum 1eit QepMeHT Bifirpae TONOBHY pONIb Y

pery/ToBaHHI MeTabomi3My i, 30KpeMa, 3HaYHOI0 Mipoio Il aKTMBHICTIO



186

perymoeTbcss OOMiH ITIKOMi3y, Ipolecu TPaHCKpUILii i TpaHCIAnil
(JI.B. Pab6osa, C.I'. Baceuxuii, 1996, 2000; E.A. 3emckoB u mp., 1998).

MMomo MexanHisMy 3MiH cepegnboro piBua TMIIL, ToO
rinepronspusanis mwiasMatn4Hol MeMOpaHu 61acToMepiB MoxKe OyTH
nop’s3aHa 3i 3MiHaMu po3Mipy 3apofKOBUX KIITHH, 00'€M SKUX 3
KOXXHUM TIONi/IOM 3MEHINY€TbCA. MOXXIMBICTP LBOTO MeEXaHi3My
HiATBepIXyeTbcsl y poboTi Bepeninosa 3i cmiBaBT. (A.A. BepeHnHoB,
1986), me mpoMopenboBaHO 3B’s130K MiX 3MiHamyu TMII Ta BmicTOoM y
KIiTuHI Bogu (KIITUHHUM 00’ €EMOM).

PasoMm 3 TuM, y AecAaTH NpHUKIafax MoxKe OyTy JIMOBipHIiCTBH
IPUYMHHO-HACTIAKOBMX 3BA3KiB (puc. 5.1) MK 3MiHaMM IIeBHUX
ITOKA3HMKIB. Y CiM BUABIEHUM YaCOBMM CIIiBBiJHOIIEHHAM XapaKTepHi
posrorpuBani 3cyBu 30-60 xB (OCKilbKM iHTepBal KBaHTYBaHHA
craHoBuB 30 xB). 3Bificu 3p03yMmino, 1[0 3MiHM HOCTIIKYBaHMX IIO-
KasHUKIB BioOpakaroTh HOAii, AKi BigOyBalOTbCsA Ha piBHI MaKpoop-
raHismy, Ta 4acoBi B3a€EMO3B’sI3KM MDK HMMM. Take NpunyuieHHs
Y3TOMI)KY€ETBCSA 3 PE3y/IbTaTaMy €KCIIEPYMEHTATbHYUX JOCi/KEHb.

loBemeno, 1o moumHaoumM 3i crafil 32-x OmacTomepis,
BilOyBa€TbCA aKTMBHE IEPEHECEeHH: 3 XKOBTKA y 6/1acTofepMy ITKO-
red-docdopnnaznoro kommiekcy (JI.C. Munpman, 0.I. FOpoBuiknii,
1973; 10.I'. IOpoBuikmii, 1999), sike CyIpOBOKYETbCA 30iNbIIEHHAM
IIBUAKOCTI IliKomidy. Y 1Ieit >Xe 4Yac y 3apojkiB BI0OHa MiX
0/1aCTORMCKOM Ta YKOBTKOM BifOyBa€Thcst popMyBaHH: 1epubIacTy, 3a
PaxyHOK SKOTO 3[iliICHIOETbCS aKTMBHE 3aCBOEHHA KOMIIOHEHTIB
xkoBTtka (E.I. Furshpan, D.D. Potter, 1968). Kpim TOro, 3miuu
iHTeHCMBHOCTI JMXaHHA y Ilefl 4ac MOXYTb OyTM OIIOCepefKOBaHi

3MiHaMM B YIbTPAcCTPyKTypi MONyIALIl MITOXOHAPIiN, OCKIIbKMU
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BCTAHOB/IEHO, 10 3i cTamili 16-Tm  6GmacroMepiB  3MiHIOETHCS
CIiBBiHOLIEHHA MK Na/JMYKONOAIOHMMY Ta KYIACTMMU MITOXOHJ-
pisimm, 30kpema, 36inpuryerbcs Kinbkicts mepumx (M.IO. Cyxommm-
HOBa 1 Ap., 2000). Lli mani fal0Th 3MOTy NMOSACHNUTY TAKOX OTPMMaHi
HaMM pe3y/lIbTaTy CHIbHOI HOCTOBipHOI Kopenuii Mixk 3minamyu TMII
ta IIIK, sAKy cnocTepiraioTh Iif| 4ac JOBTOTPMBANUX 3CYBiB, Yy mepiof
pO3BUTKY 16-32 6racToMepiB, IO Y3TO[KYETbCS TAaKOX 3 NAaHUMMU
KpOC-KOpeIALIHOTO aHa/i3y KOMMBHMUX CKIAJOBUX LIMX IIOKa3HUKIB.

OTXe, BUAB/IEHI YacoBi CHIBBIMHOIIEHHSA MDK MIMHaMiKOIO
TpeHgy 6i0eNeKTpUYHNX 1 MeTabOMYHUX MMOKA3HUKIB, iMOBipHO,
noB’s13aHi 3 MopdodisionoriyHrMy npouecamu, IO CyIpOBOIKYIOTD
PO3BUTOK 3apPOJIKiB B'IOHA.

AmnajoriyHe TOACHEHHsS MalOTb JesKi OTpPMMaHi pe3ynbTaTu
KPOC-KOPe/IALIHOTO  aHamidy 3 IUSATUXBWIMHHUM  iHTepBajoM
KBaHTYBaHHsA 3HAY€Hb XapaKTePUCTUK, AKVUMU ONNUCYIOTh 3MiHM
CepefHbOro piBHA 0iOEeKTPUYHNUX, METAOOTIYHNX Ta PeryIATOPHUX
¢axropiB y paHHbOMY eMOpioreHesi B'IoHa. Y pe3y/IbTaTi IIbOTO aHATIi3y
BUABJIEHO JMOBIPHICTb HaABHOCTI 32-X [OCTOBipHMX NPUYMHHO-
HACTIOKOBUX 3B’A3KiB, AKi ONMMCaHO y MificyMKOBMX Tabmmuax 5.1-
5.6, Ie BKa3aHO MaKCMMaJIbHi JOCTOBipHi 3HaueHHs KoeillieHTiB Kpoc-
xopenanii (Ry) i vacosi 3cyBu (t), mpu AkuX ix crocrepiraioTs. [HgeKcn
Ry X — MIOKa3HUK IEepIIOr0 CTOBIYMKA, Y — TOKAa3HMK NEPIIOTO PANKa;
- p<0.01,*-p<0.05.

A i1 B monepefHbOMY aHaji3i BMUABIEHO MOCTOBipHi KpoOC-
KOPpeJIALiNHI 3B’SI3KM, 1[0 IPOCTEXYIOThCA IIPU HOBIOTPUBAINX 3CyBax
MK 3MiHamu piBHiB: pHy 3 ycima iHmmMy nmokasHukamm (KpiM 3B’s3Ky

3 ceporoninom), [Ca**], 3 aktmBaictio JIATI i IIITK, a Takox Mix



188

axtuBHicTio 3IIJII" i IIITK. Anani3 3cyBiB 3acBimguye, 1o Iii 3B’A3KH,

HalliMoBipHille, MoB’A3aHi 3 mporecoM 3amnifHenHa (B.II. boxxkosa,

1986).
Tabnuys 5.1
Kpoc-kopensawiitHi 38’13k1 MK 6ioe/ieKTpMaIHNMM
Ta MeTa0OTIYHMMI XapaKTePUCTUKAMIY 3aPOJIKiB B'IOHA
IToxkas- a-
wikn | TMIT | Ca** pHu Is |KOAT | CAT | JIAT | WK | 5-HT
Kopers- gar
ii, Ry
TMII - 084 | 076%™ | - - 087 - | 074 [-055%
t, xB - 5 25 - - 5 - 80 5
pH - -0,54% - - - - |03 o066 [ -
t, XB - 25 - - - - 40 25 -
ILAr | -080~ | 086 | 072 [ - - Jozr| - | 050 | -
t, XB 5 5 45 - - 5 - 80 -
oKDAT | - 070~ | -040° | - - - - - -
t, xB - 10-30 55 - - - - - -
CIr - 086 | -060 | - - - BE
t, xB - 5 25 - - - - 5 -
JIAT - -0,50* - 050* | - [o3or| - [ 042 | -
t, xB - 30 - 25 - 10 - 10 -
LK - -0,58" - e - - [ogo
t, XB - 40 - - 5 - - - 20
5-HT - -044* | 052 [ o046* [ 054% [ 050* | 0,51* - -
t, XB - 5 5 10 5 5 5 - -

Bigomo, 110 i yac samigHeHHs BifOyBaeTbcs 3poctaHus pHy

Ha 0,2-0,3 of., sKe MOX/IMBO perymoe OiOCHMHTeTMYHI IpolecH,

TPAHCIIOPTYBaHHA pe4oBUH uyepe3 MeMmOpanu (B.I1. boxxkosa, 1986),

36ipIIeHHsT MeMOpaHHOI mpoBigHocTi s tioHiB K' (S.S. Shen,

R.A. Steinhardt, 1978). BogHouac kopoTkodacHo 36imburyerscs [Ca’'],

(3a paxyHOK akTMBYBaHH: iHOo3uTONTpUdOCchaTHOrO MIIAXY), M0 bepe

y49acTb y HiJICI/UIeHHi IIOTJINHAaHHA KNCHIO, II0OB $13aHOTO 3 OKMCHEHHSIM

HeHacuveHux >kupHux kucnot (D.B. Epel, 1980).
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Orxe, 1i fAaHi HalOTb 3MOIYy MOACHUTM BMABJEHI YacoBi
CHiBBifIHOLIIEHHS MK IeBHUMM IIOKa3HMKaMU, aje pasoM 3 TUM He
MOXHa CTBEPJ)KyBaTU IIpO Te, IO 3MiHM OJHMX IIOKa3HMKIB €
6e3nocepesHbOI0 IPUYNHOIO 3MiH IHIINX.

Ha mimcraBi anHamisy KOpemALiHUX 3a/JeXKHOCTEN, NPUYNHY
CIIifl IIYKaTy y CHiIbHUX QAKTOPaX, AKi O[HAKOBO BIUIMBAIOTH Ha 3MiHM
TUX 4M iHmMuMX mponeciB. Sk cBigyath akTy, AKi HaBeleHO y OIMIAAI
Boxxkopoi (B.I1. BokkoBa, 1986), MOX/IMBa He3aJIeXKHICTh 3MiH OFHUX
noKasHuKiB Bix iHmmx. Hanpukmag, 36inbmenus [Ca*], ta pH, €
HacaiaKoM Metabomnismy ¢ocdorminepunis, mo BinbyBaeTbcs fBOMA
pisHUMU LIIAXaMU: 4Yepe3 AUALMWITIILEpuUA Ta iHosutomtpudocdart
(M.]. Berridge, 1984).

Hiaumnrioinepun ¢yHkuioHye B MeMOpaHi, aKTUByOYM IIpO-
teinkinady C ta Na'/H'-06MmiH, a iHosuronrpudpocdar mudynnye 3
MeMOpaHI B [IUTOIUIA3My Ta CIipusie BuBinbHeHHI0 Ca*' 3 BHYTPIIIHBO-
KIITUHHUX JIEeTI0.

HoBeneHo, mo akTUBHICTb IporeiHkiHasu C Befe 1o 3amy-
JKEHHA LUTOIUIa3MI Y AMLEKTITUHAX MOPCHKOTO XKaKa He BIIMBAIOYM
Ha TIIpollecy, 10 BifOyBaloTbcsi 3a paxyHOK 36impurenHs [Ca’'],
(K. Swann, M. Whitaker, 1985).

Ockinbkn 1ioun Ca** € HaibibIl YHiBEpCATbHYM BTOPUHHUM
MOCEPeTHNKOM, BUSBIEHI KPOC-KOpeNsALiliHi 3B’SI3KM 3a II ATUXBMU-
nuHHUM 3cyBoM MK TMII-Ca*, Ca**-isLIJI, CO' peanisyrorbcsi Ha
PiBHI MONIEKYIAPHMUX MeXaHi3MiB.

3o0KpeMa, BCTAaHOBJIEHO, 110 3MiHM LIMTO30/IbHOI KOHIIeHTpaIllil
Ca’* MaoThp BIUIMB HAa MITOXOHApianbHYy (i3ionorio, OCKimbKI

PEry/II0I0Th OKMCHIOBAIbHMIT MeTabo/li3M BIUIMBAKOYM Ha OKpeMi
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matpuii pgerigporenas (C.V. Ammini, W.W. Haus wirth, 1999), a
TaKO)XX Ha {HTEHCHBHICTb IEepMKICHOTO OKMcHeHHA niminis (M.0. My-
KaJoB 1 Jip., 1984), perynmooBaHHs MeMOpaHHOI HpPOBifHOCTI Ta iH.
(II.T. Kocrwok, 1978; C.D. Illmonp, 1979; ILI. borau i in., 1984;
M.II. Kypcbkmit, C.M. Kyuepenko, 1993; ILT. Kocriok /3a pen. i iH., 2001).

BusaBneni Kpoc-kopenAwiiiHi  3B’3kM  MDK  AMHaMIiKOIO
KOHIIeHTpalil CEpOTOHINHY 3 iHIIMMM JOCTIIKYyBaHMMM IIOKa3HUKaMMU, B
AKUX JVHaMiKa CepOTOHIHY IPOXOAMTD 3 [esIKUM yIepe)KeHHAM Ha 5-
10 xB 7o 3MiH iHmMX noKasHuKIB (Tabm. 5.1.). Ha cporopni Bimomo, mo
nonepsoBuit 5-HT (5-rigpokcutpunramin) Moxe OpaTu y4acTb y
cerperanii LMWTOIVIa3MM Ta KIITMHHUX TIOfiinaX. BHyTpimHbO-
KTiTMHHMMEY  edekTopamMm B peanmisanii 060x yHKIi cmyXaTb
enemenTy nurockenera (I'.A. Bysunukos, 1987). Opep>kaHo TakoX JiaHi
PO MOX/IMBICTb (YHKI[iOHAIBHOTO B3a€EMO3B’ 3Ky CEPOTOHIHY Ta
HeJPOIIeNTU/IiB Yy PeryIaTOPHUX Ipoljecax embpioreHesy (A. Bumioys
u ap., 2000). 3Bigcy 3po3yMinoro € KopensLis MK ceporoHiHoM i Ca’,
OCKI/IbKM JIOHU KaJIbIIif0 6epyThb y4acTh y IO/MTiMepu3alii Ta CKOpodeHHi
aKTMHOBUX MiKpodinaMeHTiB, fAKi BXOJATh [O CKIafAy IpuUMeMO-
paHHOTrO KopTuKanbHoro mapy nuromnasmu (B.IT. Boxkosa, 1986).
Ileit 3B’130K MO>ke OYyTM OIOCEpeKOBAaHWIT 4epe3 afeHiIaTIMKIa3Hy
CUCTEMY 3a YYaCTH BTOPMHHUX MECEH/IKEPIB — i0Hi30BAaHOIO KajIblLilo
a6o dochatupmninosutuais. IlinTBepIKeHHAM LIbOMY € BUSBIEHI Y
MeMOpaHax OOLMTIB MOPCHKMX DKakiB (PyHKIIIOHa/JIbHO aKTMBHi IIO-
BepxHeBi penentopu po OiorenHux Monoamiuis (H.E.Jlamam wn
np., 1994).

I3 mocnmimkeHb AuQepeHLiloBaHNX KIITUH BifoMo, 1o [is

CepOTOHIHY peasli3yeTbcsl uepe3 BIUIMB Ha afIeHIIATUMKIA3HY CUCTEMY,
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3MIHIOIOYM y K/ITMHAX OUTO30/bHY KOHUeHTpauito Ca’, 1o
3abesredye KIITMHHY BiamoBigbp depes Ca’'-3aeXxHi IPOTeiHKiHA3M
(3.Il. Komernanu, I['M. xapuamsumy, 1975). Yepes sminn [Ca’'],
MOXYTb TaKOX OIlOCepefKoByBaTucs 3B askm Mk TMIT i
cepoToHiHOM. HeBigoMumu € BusABIeHI HaMy KOpeJIALiliHI 3B’ I3KM MK
3MiHaMM IIbOTO IIOKa3HNMKA Ta aKTMBHICTIO ¢epMeHTiB umkiay Kpebca,
JIAT ta IIIIK y mepiop mpo6nenHs 3apoakis pisHux tBapuH. Lli gani
CBiZyaTh, 0 30i/IbIIeHHs KOHIIEHTPallil CEPOTOHIHY CYIIPOBOIPKYETHCS
36inpmenuamM axtusHocti UL, o-KIOI, CO, JIOI Tta IIIIK.
Mo>xuBo, Lii 3B’13KM IIOB’s13aHi 3 pery/Il0BaHHAM LIBUAKOCTI AMXaHHS,
K 1ie BusBeHO st mudepenniroBanux kaitun (M.H. Konpgpamosa,
E.B. I'puropenko, 1985). Ockinpky mnpu MiACUIEHH] IIBUAKOCTI
AVXaHHS, 1[0 OB A3aHe 3 BUKUIOM afpeHaTiHy, aKTUBYIOTbCA IPOLeCH
JIOr0 ra/ibMyBaHHS, OGHMUM 3 (PAKTOPIB AKUX € NMPOAYKTU OKVIC/ICHHA
cepoToHiny. VIMOBipHO, 1[0 1le Ma€ MicIie i1 y 3apofKiB pu6, OCKinbKu
BMABJIEHO 3aKOHOMIipHi 3MiHM He JMIlIe CEPOTOHIHY, ajlie KaTeXO0/IaMiHiB
Ta AUeTWIXOMIHY Mif 4dYac [ApoOJeHHA 3apoAKiB pi3HMX TBapyH
(T.A. bysamkos, 1987). Yci mi MemiaTopm, MMOBipHO, BUKOHYIOTDb
BOX/IMBY pOJ/Ib y CKJIAQIHOMY JAHLIOTY PErylIATOPHUX MeXaHi3MiB Ha
paHHIiX cTapisx em6pioreHesy. Bysuikos i3 cmiBp. (I'A. BysHuxos,
1987) y mocnifax Ha MOPCHKMX DKakaX, 3aCTOCOBYIOUM iHTiGiTOpHMIL
aHaJIi3, OB/ YI4acTb CEPOTOHIHY B pery/IoBaHHi 61TKOBOTO CHHTE3Y y
3apOJIKiB Ha cTafil fpo6IeHHs.

Opep>xaHi HaMM pe3y/lIbTaTU CBif4aTh PO MOXK/IUBICTD Y4acTi
CepOTOHIHY B PperyIIOBaHHI IIpoleciB JAMXaHHA 3apojkiB puo,
iHTeHCMBHOCTI  OiOCMHTETMYHMX HpolleciB Ta rinepronspusanii

MeMOpaHIL.
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Bigomi mocToBipHi Kpoc-KopenAwnii Mix 3MiHamu Bmicty K' i
Na*, cniBBigHomenHsaM K*/Na* y sapoaky ta gunamikoro TMII, TMII i
KOHLIEHTPALi€l0 HUTO30IbHOTO Ca?", a TakoXX BCTaHOBJIEHi KOpesrALil
MDK [MHaMiKOKW IIpOLeCiB, fAKi 3yMOBJIOIOTb 3MiHM IONApM3aLii
3apoaKoBux MeMbpaH (nepeposnozin smicty K, Na*, ciniBBigHOLIIeHHA
K*/Na* y sapopgky) 3 opHoro OOKy, Ta 3MiHM iHTEHCHMBHOCTI
eHepreTMYHOro MeraboyisMy — 3 iHIIOrO, y 3apojkKiB BIOHa Ta B
3apopkiB mmopueBoi >xabm (pmc. 522 i 5.23). 3a pesymbraTamn
CIIEKTPA/IbHOTO aHaJIi3y BUABIEHO ONMM3BKICTh IepiofiB KOMVBAaHb
TMII i xoHueHTpanii nuro3onbHoro Ca’* 3 TPUBATICTIO KITITMHHUX
IVKIIiB Y 060X 00’ €KTiB.

Bigomi BifMiHHOCTI y 4aCOBUX CIiBBiJHOIIEHHAX MK 3MiHaMu
pH, Ta 6ioenexTpuuHNMY MOKasHuKamu (puc. 5.23) nux 06’extiB. Mix
IUIMM TTOKasHMKAaMI Y IIIOPIEeBOI XKaby CIIOCTepiraloTbcsl HOCTOBipHi
KpOC-KOpeJIALiiHI 3a7e)KHOCTI 3 3cyBOM Bifi 5 1o 35 xB. Ha BigMiHy Bif,
IIbOTO O0’€KTYy y B’IOHA BIVISIBJIEHO IEPiOAVYHICTD BUHUKHEHHS KpOC-
KOpe/ALIHNX 3B’A3KiB 13 TpUAUATUXBWIMHHUM putMoM. Ili
pesynbTaTy MifTBEPI KEH] CIIEKTpaIbHUM aHali3oM guHaMiku pH,. Ha
BigMiHy Binm BuABIeHOI nepiopmynocti auHamikm pH, y BloHa 3
nepiogom 31 xB (p < 0.05), y 3apofiKiB IIITOPIIeBOI >Kabu CIeKTpaIbHMI
aHa/li3 3acBifuMB, IO 3MiHM LbOrO IOKa3HMKA Ha JOCTIIKYyBaHOMY
iHTepBasIi Yacy MOXyTb 6yTV BUIIQfKOBUMU (IYKTYaLisIMHA.

Peanisanjis 1mx 3B’A3KiB, OYEBMOHO, TAaKOXX IIOB’s3aHa 3
MopdodisionoriunumMm mpouecamu, 10 CyIpPOBOMLXKYIOTb APOOTEHHS
3apOJKiB, OCKiIMbKM OiNBLUIICTP 3 HMX BUSBIEHO 32 NOBIOTPUBATMMMU

JaCOBMMM 3CYBaMu B 000X 00’ €KTiB.



193

ITinTBep/PKeHHAM CKasaHOMy MOXYTb OyTum 3MiHM BMicTy
itoniB K" Ta Na®' y 3apopKy, IO BUABIEHO Ha paHHIX cTafiax
eMOpioreHe3y pisHUX TBapMH. Y KOCTUCTUX pub 36inbiuyerscst BmicT K
3a paXyHOK IIEPEXOJy JIOTO 3 KOBTKA y OIaCTOMVUCK MPUOIU3HO Y TpU
pasu, o cTafil 61acTymy, IO JOBEEHO 3 BUKOPUCTAHHAM METONY
nonym’ stHoi ¢oromerpii (MI.P. bBepuramsumm u gp., 1969, 1970, 1973,
1974). B ami6iit BcraHoBIeHO, o BMicT K' y KmiTMHaX mocTitamit, a
Na" 3MeHuIyeTbCA  BHACIiJOK BMXOAY Jioro B  OJacTolenb
(J.P. BepuramBunu u gp., 1974). 1i pesynbratu cBigyath Ipo Te, 110
BigHomeHHA K*/Na* spocTae mpoTsaroM paHHbOrO pO3BUTKY KOCTUCTUX
pu6 Ta amdibiit.

Hinicha KapTuHa  Oflep)XKaHMX  pe3y/NbTaTiB  3acBifdye
yHiBepCa/IbHICTh 4aCOBOTO OpTraHi3yBaHHA AVMHaMiKM MeTaboMivyHMX i
Oioe/leKTpMYHUX TpOLieciB Ha paHHIX cTajiax emOpioreHesy pm6 Ta
ami6iit. Kpim Toro, me cBigumth mpo Te, mo pguHamika TMII,
nepeposnofiny Bmicty K', Na', cmiBBimHomeHnHa K'/Na® Ta iHTen-
CUBHOCTI eHepreTMYHOro MeTabosi3My, sKa € B/IACTUBA 3apOAKaM, He
3aJIeKUTD Bif TUIy Ipo6neHHA Ta OyOBM 3apOAKIB TBapMH: IOBHOTO
HepiBHOMIpHOTO 3 yTBOpeHHAM aMibmacTynu y mmopuesoi xabu Ta
JaCTKOBOTO PiBHOMIPHOTO 3 YTBOPEHHSM AMCKOOIACTY/IN Y B'IOHA.

PesynpTaT INpOBelEHOTO aHai3y KOMMBHUX CK/IaJOBUX
IOCTiIKYBaHMX ITOKa3HVKIB 3apOfIKiB B'IOHA CBifj4aTh, 110 He BCi BOHM
MalTh TPUBAIICTD MEPiOAY, OM3BKY 1O TPUBATOCTI KITITMHHUX LIUKJTiB
npu 21°C, axa popiBHIoE 31,5 XB. 30KpeMa, BUABIEHO, IO Iepiomu
kommBaub TMII, Ca®', pH, Ta akTMBHOCTI i30LUTpaTHerifporeHasu €

ONMM3BKUMM 1O TPUBAJIOCTI TO/IiB.
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AxtuBaicts o-KIJII' mae mepiog mpmbmmsHo y nBa pasu
OIIbIIMIT Bif, KOAMBaHb Ha3sBaHMX IIOKA3HMKIB. 3MiHaM aKTUBHOCTI
CHT, JIAT Ta IOIIK BracTuBMiT KBasinepioAUIHNUIT XapaKTep, OCKIIbKI
B iXHil AMHaMiLi 3a JIOIIOMOIOI CIIEKTPAa/JbHOTO aHAJi3y BUABJIEHO
HaABHICTb [eKiMbKOX MEePiOAMYHUX CKIAIOBUX, OfHA 3 SAKUX €
6/71M3BKOI0 IO TPUBATOCTI KIITMHHUX MOAIB. BigoMo, 1o KonmBaHHA
aKTMBHOCTI (bepMeHTiB BM3HAYAIOTh He TiIMbKM 32 3MiHAMM IXHBOTO
BMICTy B K/TiTHHI, CKilIbKM 3a 3MiHaMu crany monekyn (B.S. bpopcxkmit,
2000). KonmMBHUX 3MiH BMICTy CEPOTOHiHY B 3apOfiKaX He BMABJIEHO,
xouya rpadiuHe 300pakeHHS 3acBifdye piske 30UIbIIEHHA BMICTY
CepOTOHIHY B 3apojKaXx BI0OHa 4epe3 KOXHI 60 XB IPOTATOM TPbOX
nopinie fmpobnenusa. Ile mop’sA3aHo 3 Ay)ke KOPOTKOIO TPUBAJIICTIO
BUMIpiB IJbOTr0 ITIOKa3HMKa.

3a pesynbraTamu aBTOKOpesnorpam, nepiogorpam TMII, pH, ta
aktuBHOCTi i3]/ BusABIEHO HeCTAOIMBHICTD TPUBAIOCTI BU3HAUEHUX
nepiofiB ixHix KonusaHb. lle oueBUMAHO 3i 3MiH MaKCUMMaJIbHUX
3HaueHb KoedillieHTiB aBTOKOpe/sALii BiZHOCHO YacOBOTO 3CYBY Ha
aBTOKOpesnorpaMax. JHa4yHy BapiaTMBHICTb TPMBA/JOCTi KOMMBAaHbL 3
nepiofoM OnM3bKO TOAMHYM ONMCAHO PIi3HMMM aBTOpaMm IS
MIBUAKOCTI  6iIKOBOro cuHTe3y, 3MiH OilIkoBOI Macu KJITHH
(B.A. Bpogckmit, 1998, 2000), aktuBHocti JIIT (G.M.N. Ferreira, 1994)
ta inmmx ¢epmenriB (G.M.N. Ferreira, 1994; B.f. Bpopnckmit, 2000;
J. Calvert-Evers, 2000). Kpim Toro, Bizomum € dbeHOMeH LUPKaJHOCTI,
IO IpOABIAETbCA y HecTabinbHOCTI mepiomy [f060BUMX pUTMIB
(H. Aramxansn., H. Ilabarypa, 1989; 10. Amodd, 1984). BpaxaioTp,
mo 3Haummicth Ak nupkapgHux (H.A. Arampxanan, H.H. Ila6arypa,

1989), Tak i KonuBaHb 3 mepiogom 6au3bko ropgmuu (B.S. Bpomckmit,
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1998, 2000) mosxe OyTM OB sI3aHa He JIVILe 3 TOMEOCTa30M, a TOJIOBHO 3
OPUCTOCYBAaHHAM K/IiTMH, HOIIYKOM ONTMMAaJbHMUX YMOB OKUTTE-
TisSTbHOCTI.

PesynbTat Kpoc-kopenAliiiHOro aHami3y nokasHukis TMII,
Ca*, pH,, Bl y3romkyoTbcsi 3 [AaHMMU IXHBOTO aBTOKOpe-
MALIHOIO Ta CIHeKTpalbHOro aHajisiB. Tak, focToBipHO cuIbHA
KOpeJALid, AKa € MalDKe cTabi/IbPHOIO 32 BEIMYMHOIO, IIPOCTEXXYETHCA
MK Takumu yacoBumu psgamu: TMIT- pH,, TMII-isLIAT, Ca** - pH,,
Ca*- isIIl, pH,~isIJ[IT. LIi maui cBig4aTh OpO CTIiKMiT 3B’A30K MiX
NepiogMYHMMM CK/IAaJOBMMM Ha3BaHMX IIOKa3HUKIB 3 IIepiofioM
npn6mmsHo 30-35 xB. Y MaTeMaTM4YHUX JOCI/KEHHAX B3aEMO3B 3Ky
OCHWIATOPIB i3 O/MM3bKMMU IlepiofaMyl KOJMMBAaHb BCTAaHOBJ/IEHO, IO
JIMIIe Ba CTaHM MDK OCUMIATOPAaMM MOXYTb OYyTM CTiIKMMM, KON
KO/MMBaHHA BifOyBatoTbcs y ¢asi abo y mpormdasi (T.IlaBnmpnuc,
1984). Tomy MoO>XHa BBaXKaT! CTiIKMMM B3a€EMO3B’SI3KM MDK KOJN-
BaHHAMM Takux mokasHukiB: TMII-pH, ta Ca*-islI[II' BizbyBatoTbcs
y dasi, a TMIT-isLIJT, Ca’*~pH, - y nporudasi.

Ha xpoc-kopenorpamax mix akruszictio CIL, JIAT i IIIIK i3
BKa3aHVMM IIOIIEPEHbO IOKAa3HMKAMM BUVABIEHO KBasilepiogudHy
NOABY KpOC-KopenAuiil 3 mepiogom y mexax 30-40 XxB, mMOCTOBipHi
Makcumymn  Akux  (p<0,05) crmocrepiraloTbCs Ha  HETPUBAINMX
iHTepBanax JOCIMKEHHS NPY YacOBUX 3CyBaX IEBHOTO psAAy B 000X
HaIpsIMKaxX, WO MOJKe CBiIYUTU PO TEHAEHILII0 A0 CMHXPOHHOCTI
OVHAMiKJ IIMX IOKa3HUKIB, ajle He Ha BCbOMY iHTepBalli JOCTiIKEHHA.
Ockinbky  KBasinmepioguyHMUII XapakTep HaMu BMABJIEHO [/A
GYHKIIiOHAIPHO ITOB’A3aHUX OKA3HMKIB €HEepreTUYHOro MeTaboismy,

ouHaMmili Aaxkux Baactusi aBrokommBadHsa (E.E. Cenbkos, 1970, 1978),
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ofiep>KaHi HaMM Pe3ynbTaTy MO>KHA ITOACHUTU HA OCHOBI MOJEIbHUX
mochimxkenp aBTokonuBHKX cuctem (FO.M. PomanoBckuit u up., 1984),
Y AKUX MOXK/IMBE BCTAHOBJIEHHA CMHXPOHHOIO pexmumy. IIpmyomy Bce
CepefloBMIEe  CHHXPOHI3YETbCA HAIBUCOKOYACTOTHUM  €/IEMEHTOM,
TOOTO OiIBII BMCOKOYACTOTHI KONMBAHHA BIDKUBAIOTb, a HM3BKO-
YaCTOTHi 3racaioTh, IO IIOACHIOE Pe3yNbTaTu KpPOC-KOPEIALiTHOIO
aHasli3y MX ITOKA3HMKIB.

BusaBneHo B3aeMHY HeBifNOBifHICTD Hepiofis kommBanb TMII
ta IIIIK Ha mouatrky mnepiomy pApo6neHHA Ta MaibKe HORIOHY
nepiognyHicTh mica 150 XB pPO3BUTKY 3apOAKiB B’IOHA, OCKiIbKM
CIIOCTEpIraBcsi HEOJHAKOBUI XapaKTep IOABU KpPOC-KOpeIALil MixX
UMMM TIOKa3sHMKAMM IIPOTATOM [OCIiPKYBaHOro iHTepsany 4acy. i
Pe3yNbTaTU 3aCBif4yIOTh, IO CTYIiHb CIPAXKEHOCTI MiXK KOIMBaHHAMUI
TMII ta HLIIIK 3pocrae 3anexxHo Bix 6iomoriuHoro Biky sapopkis. Lle
MO>Ke CBiJYNTH IIPO Te, IO MeXaHi3M (OpMyBaHH:A KOMBAaHb KO>KHOTO
3 IIMX ITOKa3HMUKIB € aBTOHOMHUM, ajie HasBHi CIiJbHi (baKTopM, 3a
PaXyHOK AKMX 3MiHM 060X IIOKa3HUKIB CTAIOTh Oi/IbII y3TOJPKEHVMU B
vaci, ocobmmBo micns cragii 16-32-x 6mactomepis.

ITpo 1e MoXe CBIIUMTH TaKOX IMPOBENEHUN aHaIi3 JUHAMIKU
VX [OKa3HMKIB Ipy 6/I0KyBaHHI MOAIB Iifj BIVIMBOM KOZXIiMHY. Y
VX YMOBAax BUAB/IEHO [eCATUKpaTHe 30iIblIIeHHS IHTEHCUBHOCTI
KOJIMBaHb, IpUYoMy napamerpu komusanb TMII crabinizyoTbes, meo
BUIOBXYeTbcA IxHiit mepiox (39 xB), a ocuwranis IIIIK suauHO
CIIOBI/IPHIOETBCA Ta CTAa€ amepiognyHolo. SKimo € ¢axktu mpo Te, 1[0
KOJIXIIMH He IIOpylIye KOMMBaHb MeTabONiUYHMX MpOIeCiB Iix dYac
npo6yenHs 3apopnkiB Mopcpkux Dkakis (VI.C. Hukonbckas u fip., 1967;

Y. Mano, 1968), konusasb [Ca®'], (A.M. Hosie, D.B. Sattelle, 1996),
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XBWIb cKopouyeHHsA Koprekcy (K.Hara et al, 1980), saxuit MicTuTh
kampmopymin (M. Ishikawa, T. Kohno, 1984), mu cxmisemoch po
OYMKM, IO MOXK/IVBA 3aJI€KHICTb M>X KOJIMBHOIO JVHAMiKOI0 Ha3BaHNX
IpolleciB, fKi, JMOBipHO, BifirpaloTh IeBHy ponb y (GopMyBaHHI
KOJIVBaHb 0i0€NeKTPUYHMX HpolieciB. MeXaHi3M X KO/NMBaHb MOXXe
TAaKOXX OITOCEPESKOBYBATHCh 4Yepe3 MEXAaHOYYTIMBI KaHalM, IIPO IO
pobnATe mpunyueHHs pisHi gocniguuku (VI.P. Menbina u fip., 1988;
I. Medina, P. Bregestovski, 1991). Bigomi pmani it mpo 3amexxHicTb
MeXaHOYYT/IMBOI aKTUBalii IMX KaHaIiB Bifg OiMKiB KOpPTMKaTbHOTO
nutockeneta (Y. Zhang et al., 2000).

PerynaTopHi BracTuBoCTi 3apopkiB B'IoHA Ha CTafil Apo6/IeHH
€ myxe Bucokumu. IIpo 1e cBigunTh TOM PaKT, W0 3 BUAATEHHAM 75 %
’KOBTKa BOHJM HOPMaJIbHO PO3BMBAIOTHCA, NMILIE MEHII 33 po3MipamMu
(E.I'. Kopsun-IlaBnosckas u gp., 1996).

Amnajoriusni pesynbraTu 1010 aHamisy OVHaMiK1
IOCIIPKYBaHNX TIpolLeciB 6yI0 OTPMMAHO IpU OLiHIOBaHHI KOJIMBaHb
TMII Ta IITIK 3a po3BUTKY 3apofKiB B’'I0OHAa IpU TeMIeparypax 16 Ta
21 °C. Ha kpoc-KopenorpaMax KOJIMBHUX CKIafOBUX LMX ITOKAa3HUKIB
N0ABa MAKCUMMYMiB KOpe/ALil XapaKTepu3yeTbCA KBa3ilepiofANYHICTIO
3 HEOJJHAKOBOIO CWJIOIO 3B’A3KiB IIPOTATOM HOCTIIPKYBaHOTO iHTepBaIy
yacy. HasABHiCTb JOCTOBIpHOI CMJIBHOI KOpeNALl MOX/INMBa JIMILE Ha
IIeBHUX iHTepBajax yacy, npubmmsHo piBHux 40-120 xB y npsamomy
HanpAMKy Ta 25-90 XB — y 3BOpOTHOMY. VIMOBipHO, MiXk mporecamu,
AKi 3YMOB/IOIOTh KOJIMBHY AMHAMIKy LMX ITOKAa3HUKIB, BiOyBaeTbcs
CUHXPOHi3alid He Ha BCbOMY JOCTiKyBaHOMY IIepiofii Yacy, a Jnile Ha
IesIKUX JI0TO AUISHKAaX, TPUBAIICTD SKUX 301IbIIYETbCS 31 3pOCTAHHAM

temneparypu. llikaBolo € BuAB/IE€Ha 3alE€XHICTh MDK CepefHbOIO
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HIBUJKICTIO ITOAIi/IiB y KIITUH PaHHIX 3apOfKiB CCaBIiB Ta TPUBANiCTIO
iXHPOTO JKMUTTS — 4MM IOBiNbHiIIe BifOyBaeTbcs mporidepanisa Ha
IIOYAaTKOBMX €TallaX pPO3BUTKY, TMM [OBIIOK € TPUBAIICTh >XUTTA
tBapuH (JL.IO. ITpoxopos, 1999).

Y pesymbTaTi Hamux [OCHPKeHb 3ACOBaHO, MIO 3a
HOPMaJIbHUX YMOB PO3BUTKY 3apOJIKiB B'I0OHa OCHOBHOIO B/IACTMBICTIO
KOJIMBHOI ;MHaMIKM MeTabO0/IiYHMX i 610€/IeKTPUYHNX XapaKTePUCTUK €
11 3HaYyHa HEPETYNAPHICTb, IO IPOABIAETHCA Y BapiaTMBHOCTI
TPUBAJIOCT] NepiofiiB KONMMBaHb, HETIOBHOMY 30iry IXHiX BeIMYMH MiX
co6010, mpudoMy i OiIbLIIOCTI MeTabONMUYHMX XapaKTepUCTUK
BMABJIEHO KBasilepioguwyHMil XapakTep AMHaMiku. AHami3 Kpoc-
KOpe7norpaM Ha3BaHMX XapaKTEPUCTUK CBifYUTb IIpO HaABHICTb
CUTIbHOI B3a€EMHOI CIIPsDKEHOCTI IXHbOI PUTMIKM 3 IIEpiOIOM y MeXKax
30-35 xB, 1110 CIIOCTEPIraroThb Ha KOPOTKMX iHTe€pBajax 4acy i 1o Moxe
CBiUMTM IpO MalKe CUHXPOHHICTb 3MiH IIOKa3HUKIB y ILeil d4ac
IPOTATOM IIepiofy ApOOIeHHS.

IlirkoM iHIIy 3aKOHOMIDHICTb 3acBifYylOTb DPe3yabTaTH
OLliHeHHS JAMHAMiKM MeTabomiYHMX i OioeNeKTpMYHMX IpolLeciB y
eKCTpeMaJIbHUX YMOBAaX PO3BUTKY 3apOAKiB B’IOHA. 3a Ofep>KaHUMMU
pesynbratamMu ouiHeHHs KonuBaHb TMII ta IIIIK mpu temmepatypi
24 °C MOXHa BiIMiTNTH, IO NTOABi aHOMaJIill PO3BUTKY 3apOIKiB B'I0HA
nepeaye 3HAa4YHE CIIPOLIEHHS KONMBHOTO PeXNUMY (QYHKIIOHYBaHH:A
6i0eeKTpMYHMX Ta MeTabO/NiYHMX IIPOLECiB, sKe IPOSABISAETHCA Yy
TOMY, 110 BEIMYMHA IIepiofliB KONMBAaHb LMX IIOKa3HUKIB CTa€ MalbKe
ileHTUYHOW, a caMi KO/IMBaHHA — 3HAYHOK MipOX CHMHXPOHHUMU
HIPOTATOM YyCbOro Iepiofy pmpobneHHs 3apopkiB (p<0,01). Ile

HigTBep/pKye IXHA Kpoc-Kopenorpama (puc. 5.2, 5), sika Mae ¢opmy,
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ONMM3bKY [O IapMOHIYHMX CMHYCOIfa/IbHUX KOJMMBAaHb 3 TUM CaMMUM
nepiogoM. Kpim Toro, pisko 3miHwTbCca Ga3oBi CHiBBiZHOIIEHHS
KOJIMBHOI JAMHAMIKM JOCTIPKYBaHUX IIPOIIeCiB: BOHM BiZOYBalOTbCS
MaibKe crH(pasHo.

OTpumaHi pesynbTaTy aHalisy AMHAMIKM JOCTIAXYBaHUX
XapaKTepPUCTUK 33 €KCTPEMaJbHUX YMOB PO3BUTKY Y3TOJKYIOTbCS 3
OLIiHEHHAM KOJIMBHOI AVHAaMiK/ LVPKaJHOI PUTMIKM Yy Pasi IaTOJIOTI],
IiA BU3HAYEHHsA AKOI 3alIpOIIOHOBAHO BUKOPMCTOBYBAaTUM CTPYKTYPY
purmis (H.JI. Mouceesa, 1978). 3asHaueHo, 110 ZOOpMIl IPOTHO3 IIPK
3aXBOPIOBAHHI Ma€ 3MOTry 3poOMTM CTPYKTypa, B sKill YiTKO
chopMoBaHMil PUCYHOK KPUBUX, BE/IMKUII PO3Max KO/NMBaHb 3HaYEeHb
napaMeTpa, Jobpuil 30ir mono>KeHb MakCUMYMiB i MiHIMyMiB Ha oci
Jacy Ipu HOCTiKeHHI MPOTAroM Tpbox Ai6. BogHouac myxe cunbHa
CUHXpOHi3alis € HebaxaHo mys opraHismy (H.V. Mouceesa, 1978).
AHajoriyHMMM € J[jaHi IO Te, 1O 30iNbLIEHHS PEeryIApHOCTI Ta
NepiOINYHOCTI B €/IeKTpOKapAiorpaMax Iepefye HamajgaM CTeHOKapHil,
inpapkry Mmiokapma, pantoBii cmepti (A.L. Golgberger, B.J. West,
1987). UmcneHHi cHocTepe)XeHHSA PUTMIYHOI aKTMBHOCTI CepIieBO-
CyAMHHOI Ta HepBOBOI CMCTeM TAaKOX CBiAYaTh IpO Te, IO “pe3epB
qacToT” i “THYYKicTh QYHKII” € 3araJibHOI0 03HAKOIO CTaHY 3[J0POB’f,
TOAI fAK crabimianis mepiofy KOnMBaHb € O3HAKOI MHATOJOTiYHOTO
crany (R. Pool, 1989; T. Elbert, 1993; B. bpoxckuii, 1998; H. Vromesa n
mp., 2001).

Te, mo mepiognyHa MosiBa KOpessALill cTabi/ibHA 32 BETMYNHOO
JMIlle Ha MEeBHMX iHTepBalax 4acy NOCTiKeHH:A, MOXXHa IOACHUTHU
HeNTiHiliHicTIO 3MiH IIOKa3HMKIB, HecTabinpHicTIO mepiofiB IXHIX

KOJIMBAaHb Ta HAABHICTIO Pi3HUX IEepPiOAMYHMX CKIALOBUX Yy AMHAMIiLi
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IIeBHMX IIOKAa3HUKiB, IO 3acBifuMaM pesylnbTaTU CIEKTPAIbHOTO
aHamisy ixHpol puHaMiku. Ile TakoX MOXKe O3Ha4YaTU 3HAYHY
MabiNbHICTD 3B’A3KiB MDK KOJMBAaHHAMU HOCTIIKYBaHUX ITOKA3HUKIB.
AmnajoriuHa abiNpHICTD 3B’A3KIB MDK pPUTMaMM CIIOCTEPIra€ThCs
TaKOX 11 Y aHa/li3i eKCIIepMMEHTAIbHUX JJaHUX Y LMPKaJHUX CUCTeMax
(M. Myp-Up, ®. Canamen, 1984). ABTOpM Lie IOSACHIOIOTH ITACUBHOIO
peaxijielo puTMiB Ha MacKyBaJIbHMII BIUIMB (PaKTOpPiB AK 30BHIIIHBOTO,
TaK i BHyTPilIHbOTO CEPENOBUIIA.

Bigomo, pisHi Mopeni oOpraHisyBaHHA LMPKagHOI CHUCTeMU
MHOXVHHIX OCLIATOPIiB, fKi YTBOPIOIOTb, ab0 He YTBOPIOIOTH,
iepapxiuny crpykrypy (M. Myp-Wn, ®. Cansmen, 1984). Ockinbku goci
He BUABJICHO €[VHOTO IleficMeKepa KOJIMBaHb 3 IepiofloM OnM3bKo
TOAVMHM Ta, BPAXOBYIOUM OTPMMAaHi HaMM Pe3yIbTaTH, MOXXHaA IIPU-
YCTUTH, IO 4YacoBe OpraHi3yBaHHsA 6i0eNeKTpUYHMX i MeTaboIiuyHMX
IIpOLIECIB Y PaHHbOMY PO3BUTKY 3apOAKiB TBapuH CK/IaJa€TbCA 3
6araTboX IOTEHIITHO He3a/JIeXKHIX OCLVIIATOPIB, Y AKOMY Hi 32 OfHUM
i3 ocumnATopiB He 3aKpileHa IOCTiiiHAa (YHKIiA IIPOBIZHOTO
neitcmekepa (M. Myp-Wpn, ®. Cansmen, 1984). BHyTpilHIO CUHXPOH-
HICTb NiATPUMYIOTb Pi3Hi IOCEpENHMKM, 34aTHI KOHTPO/IOBATH I1epiof
Ta a3y pi3HUX OCLWIATOPIB Ha OCHOBI 3BOPOTHMX 3B SI3KiB MIXX HUMI.
BoHM MOXYTb CHMHXPOHI3yBaTM OCLMIATOPYM LUIAXOM aKTMBHOTO
“saxomnennsa’ (M. Myp-Un, ®. Cansmen, 1984). Takumu mocepen-
HMKaMI, Ha HaIlly [yMKY, MOXYTb OYTHU JIOHM Ka/bllifo, 6ioreHHi aMiHn,
LMK/IiYHI HYK/I€OTUM i, MOXX/IMBO, CEPOTOHIH, OCKI/IBKM BijOMO, IO
BiH MOXXe IIepeTBOPIOBATHCH Yy MENATOHIH, AKWUI € YHiBepcalbHUM

perynsatopoM fobosux 6ioputmis (B.A. Bapa6oii, 2000). Kpim Toro,
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[OBeeHO HAfABHICTb HAa paHHIX CTafiax eMmOpioreHesy pisHMX
nominentuHuX GakTopiB pocTy, Yepes Ail0 AKMX BiOYBaeThCA 3aIyCcK
IIOCEPEIHNUKIB Ta PETY/II0BaHHA KIITVHHUX OB Mif Yyac Apo6aeHHs
(C.J. Kycens u gip., 1975; E.R. Froesch et al., 1985; P.C. Croiika u fip.,
1987, 1988; O.Yang et al, 1989; P.C. Croitka u pap., 1993;
A.A. OunpueHkoB u [p., 1994;). Peamisamis uux 3B’S3KiB MiX
OCHWIATOPAaMU Y pi3HUX KITiTMHAX MOXKe OIOCEPENKOBYBATUCh GOPMY-
BaHHAM LIIMHHMX KOHTAKTiB MK Ormactomepamu. Ha e BKasyioTsb i
BUSABJIEHI HAMU Y IIePLIOMY aHasli3i Kpoc-KopesAuiiiHi 38’ a3k Mk K3
3 iHIMMM KOCTimKyBaHNMY TOKa3HuKamu (Tabm. 5.2 i puc. 5.1). [ToaBy
LIIIMHHMX KOHTAKTiB BCTAHOBJIEHO Ha CTalil BOCbMU KIIITVH Y 3apOJKY
My Ta Ha crafil MiCHaAUATM KITMH y mmopueBoi >kabm, fAK Ie
ommca"Ho B ornAni bokkosoi 3 cmiBasT. (B.II. Boxxkosa, H.B. Posa-
HOBAa,1998). BoHu 3a3HayvaloTh Ipo TiCHUIT 3B’I30K IPOLIECiB PAHHBOTO
PO3BUTKY 3i CTaHOM III/IMHHMX KOHTAKTiB.

IIpoBemenuit MaTeMaTUYHMI aHa/Ti3 AMHAMIKY 3aCBifiuMB, 1[0 Ha
pisHi 3MiHM (YHKI[iOHa/JIPHOTO CTaHy OpraHi3sMy 3apofiKiB HayOinbII
MabinbHO pearye 4dacoBe oOpraHisyBaHHsa mpoueciB. Ile diTko
BiJOOpa)XaeTbCs y XapaKTEePUCTMKAX KOMMBaHb IIOKA3HMKIB, SKi
ONVCYIOTb Pi3Hi Ipolecu, Ta y 4aCOBUX CIIIBBIJHOIIEHHAX MK HUMMA.
Hait6inpi 9yTIMBuMu 1O 3MiH (YHKI[iOHaJIbBHOTO CTaHy CHIiJi BBaXKaTH
Taki Kpurepii, IK Yac 3racaHHA OCHWIALIN BeMM4YMHU KoedilieHTa
KopenAllii Ha  aBTOKOpeNorpaMax, MaKCUMYMU  CIEKTPaabHOI
IOTY>KHOCT] KO/IMBaHb Ha IepiofjorpaMax IoKasHMKIB Ta popma Kpoc-

KOpeJIorpaM Mi>K KOJIMBHUMM CK/IaIOBYIMI Pi3HMX IIOKa3HUKIB.
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5.2. AHaai3 yacoBux
cniBBigHOWEeHL anepioguyHuX
3MiH, MeTaboAIuHUX

i 6ioerekTpuyHUX
XapaKTepucTuk 3apogkiB

B’I0Ha Y nepiog gpooAeHHst

Y Tabn. 52 mOAaHO pe3yIbTaTM KpOcC-
KOpeJIALIHOTO aHaji3y MK amepiogyyHMMM 3MiHaMu (4acoBOTO
TpeHAy) Oioe/eKTpUYHNUX, eHeprosabesrneyyBaTbHUX i MeMOpaHHO-
TPAHCIIOPTHMX IIOKa3HNUKIB 3apofiKiB BIOHAa y Iepiof [ApoOIeHHA.
MoskHa 3ayBaXUTM HasBHICTb 4YacOBUX KOPeJALNHNUX 3B’S3KiB Yy
OBaHAAUATM TPUKIANaX MDK TeBHUMMM IapaMM [JOCTiKyBaHMX
oKa3HUKiB. CHIbHY KOpeIALil0 BUAB/IEHO IIPU CIIiBCTaB/IeHH] 3HaYeHb
IOKa3HVKIB 6e3 4acoBMX 3MillleHb, TOOTO IIpM HY/IbOBOMY 3CyBi, Ha
IeB’ATH KPOC-KOpenorpaMax MK TpaHCMeMOpaHHUM IOTEHIIia/oM
(TMII) - mBupkictio rikonisy (IIT), aktusHicTio Kaseinkinasu (AK),
aktuBHicTio Na', K'-mommm (AIl); IIT-AK, xoedinienTom
enektpuyHoro 38’sa3Ky (K3), mBuakictio normmuanus kuchio (IHIIIK);
AK-K3, MIIK, AIIl. Ane CcuUMETpMYHICTP NOSABM KOPeNALIHNX
3B’s3KiB, 30KpeMa, 3 MaKCUMaJbHUM LEHTPOBUM 3HaYeHHSM
koedinienta kopensauii (mpm n=0) Ta 3 MaibKe PiBHOCTOPOHHIM
3HIDKEHHSAM 3HaueHb R,, IIpM OFHAKOBMX 3CyBax psfly y pi3HMX

HalpsIMax, Ma€ Miclje e y kopenorpamax Rss Ta Ry; (Tabm. 5.2).
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Tabnuys 5.2
Kpoc-kopenorpamu 4acoBux pAxniB

R\S | -5 -4 -3 -2 -1 0 1 2 3 4 5
Re | -0,22 | -0,33 | -0,38 | -0,30 [ -0,10 | 0,23 | 0,72* | 0,75* | 0,65 | 0,47 | 0,12
Ris - |-0,361-0,033| -0,10 | -0,31 | 0,80*| 0,69 | 0,54 | 0,28 | -0,10 -
Rus - - |-0311-0,024 | 009 | 046 | 057 | 0,73 | 0,03 - -
Ris - 0,36 | 0,25 | 0,01 0,37 |-0,79*| -0,83* | -0,70 | -0,42 | -0,03 -
Ris | -0,32 | -0,14 | -0,11 | 0,41 | 0,71* |0,90**| 0,43 | 0,22 | 0,01 | 0,15 | -0,27
Ri7 - | -036 | -0,21 [ 0,09 0,46 | 0,86* | 0,74 | 0,56 | 0,32 | 0,03 -
Ras - |-0,17 | 0,16 | 047 0,70 10,92**| 0,45 | 0,06 | -0,22 | 0,35 -
Ras - - |-029| 013 0,57 | 0,58 | 0,24 | 0,14 | 0,14 - -
Ras - 0,02 | -0,14 | -0,45 | -0,68 | -0,56 | -0,15 | 0,20 | 0,41 | 0,42 -
Rs | 028 | 0,44 | 0,48 | 0,55 0,59 | -0,09 | -0,11 | -0,25 | -0,26 | -0,24 | -0,17
Ry - 0,03 | 0,28 | 049 0,71 |0,91**| 0,47 | 0,10 | -0,16 | -0,30 -
Ra4 - - |-034| -013 | 027 [ 059 | 051 | 055 | -0,51 - -
Rss - - 0,26 | -0,13 | -0,55 |-0,97**| -0,66 | -0,26 | 0.10 - -
Rss - |-008] 018 | 051 |0,78*] 0,73 | 0,22 | -0,07 | -0,28 | -0,36 -
Rs7 - | -025 | -0,04 | 027 0,63 10,99**| 0,61 | 0,26 | -0,02 | -0,25 -
Rus - - 0,20 | -0,20 | -0,46 | -0,75 | -0,44 | -0,12 | 0,43 - -
Rus - - 0,05 | 0,69 0,54 | 0,41 | 0,16 | -0,18 | -0,29 - -
Rar - - |-003| 057 0,52 | 0,56 | 0,24 | -0,12 | -0,32 - -
Rss - |-021]-045| -0,56 | -0,63 | -0,64 | -0,22 | 0,03 | 0,22 | 0,28 -
Rs7 - 0,20 | -0,10 [ -0,41 | -0,69 [-0,94**| -0,56 | -0,17 | 0,20 | 0,34 -
Re7 - - 0,01 | 0,02 [ -031 |-0,18 | 0,81* | 0,54 | 0,25 | 0,03 -

Ry - koedilienT Kpoc-kopensAnii, me umbpum y iHEeKcax IO3HAYAIOTh
HocmipKyBaHi 4acoBi psmu: 1 — TpaHCMeMOpaHHMIT IOTeHLiaa, 2 — IIBUAKICTD
MIOI/IMHAHHA KUCHIO, 3 — IIBMUAKICTD ITIiKOMi3Y, 4 — pHu, 5 — Koe]il[ieHT e/leKTpuIHOro
3B’sI3KY, 6 — akTMBHicTh Na*, K*-riommy, 7 — akTMBHICTb KaseiHkiHasu 1.

* —p <0,05Ta ** - <0,01.

OT)KC, BUABJJIEHO ny>}<e CI/I}II)HY HeI‘aTI/IBHy Kopemmim MiX 3Mi-
Hamy 1T Ta K3 (-0,97**) ta mosutusHy Kopensnito [T i3 AK (0,99**).
]_IH 3Ha4YHa CKOpeJII)OBaHiCTb OJHOYAaCOBMX 3HAYEHb BKA3aHMX ITOKa3-
HIUKIB Ha iHTepBai gocmizkeHHA Bifi 150 7o 360 XB CBifUMUTb PO TiCHY
CIIPsDKEHICTh MK IIpOLiecaM, AKi 3yMOB/IIOIOTh 3MiHM LIMX ITOKa3HMKIB.

Mlopo kopenAuii MK iHIIMMM 3a3HAYEHUMM IONEPEJHbO

IIapaMy TIOKAa3HMKIB, TO IXHIM KpoOc-KopejlorpamMaM BjacTUBa
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HecuMeTpuyHa Qopma. ITpocrexxyerbcst 30inblueHHS ab6o IOBiNTbHE
He3HayHe 3MEHILIeHHS IOC/IiJOBHUX 3HadeHb KoeQilieHTiB Kpoc-
KOpe/ALil OJHOCTOPOHHbO — IpU IEeBHMX YacOBUX 3CyBax abo y
IpAMOMY, 2060 Y 3BOPOTHOMY HAIIPSMKY.

Taki pe3ynpraTyt cBif4aTh PO HMOCTOBipHICTH (Tabm. 5.2) Mix
nesHuMM yacosumu pspgamu: AII-TMII, T, AK ta TMII-IIIIK, K3
TaKMX 3B’A3KiB, O3HAKOW fAKNUX € BifcTaBaHHA a00 yIepemKeHHs
OJHOTO IOKa3HMKa BiffHOCHO iHIIOro (¢asoBmit 3CyB BifMOBiFHMX
3MiH).

IIpn 3cyBosi papmy TMII mopmo papy AIl (tabm. 5.2, Ri) y
3BOPOTHOMY HallpsMi, piBHOMYy -1, mo Bigmosifae 30 XB, BUABJIEHO
HBOCTOBipHY MO3UTUMBHY KopendAnilo. OTxe, 3HaueHHA 3MiH All
ynepemxyoTb 3HaueHHA 3MiH TMII na 30 xB. Illo npuumzHO-
HAC/TiIKOBY 3a/IeKHICTh MDK ITOKa3HMKaMM MOXKHA H0Ope MOSCHUTH
BiomMymu HisuKo-XiMiYHMMHU 3aKOHOMIPHOCTSIMIL.

Mix smimamu AIl 3 IOT (0,78%*) ta AIl 3 AK (0,81*%) 3a
TPUALATUXBUIMHHUM 3CYBOM IIPOCTEXYIOTbCA JOCTOBipHI 4acoBi
NIPMYVHHO-HAC/I/IKOBI CIIiBBiJHOIIEHHA. YPaXyBaHHA 3HAKY 3CYBY, 32
KM BWSB/IEHO [IOCTOBIpHY KOpeAllilo, 3acBifuyye, mo B 000X
BUIIa[KaX ylepemKyBaabHuMN € 3MiHu All mofo sMiH iHIIMX YacoBMUX
panis. Lli pesynpTaTyt AaloTh 3MOTry 3pOOMTY HMPUMYLIEHHS PO Te, IO
3pOCTaHHs AaKTMBHOCTI IIOMIN CYNPOBOMXYETbCA 30i/MbIICHHAM
IIBUJIKOCTI T/IIKOMI3y Ta aKTMBHOCTI KaseiHKiHa3M, AKi MOXYTb OyTu
OpUYMHHO moB’s3aHi. OpHaK Cifj HarajaTy, 1O y KOpenALiliHMX
3B’sA3KaX MIPUYMHOK He 3aBXAM € 3MiHM IHIIOrO IIOKa3HMKA.

HaitiMmoBipHille, Mpu4YMHy BUABIEHMX YaCOBMX CHiBBiJHOIIEHb CIif
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IIYKaTy B HasABHOCTi CIIIIbHUX (aKTOPiB, AKi OfHAKOBO BIUIMBAIOTh Ha
3MiHM KOXKHOTO 3 IIMX IIOKa3HUKIB IPOTATOM PaHHIX KIITMHHUX LVK/IiB
3apOJIKiB B'IOHA.

SIx BUAHO 3a Kopenorpamoro Rpz (Tabs. 5.2), IpoCIifiKOBY€eTbCs
BumnepemxeHHa Ha 1-2 scysu 3min TMII BigHocHO mmuamikm IIIIK.
Kopensiist € 6ib1il cMIBHOIO TIPU 3CyBi piBHOMY TOJiMHi (0,75%). Otxe,
TiCHMIT B3a€MO3B 130K MK 3MiHAMM [[X MMOKa3HMKIB CIIOCTEPIiraeTbcs
npotsaroMm 30-60 xB. CTYHiHb CHpsDKEHOCTI MK IMMM IpollecaMy €
mocutb  BUCOKUM - 55%  (Ry)™ VIMOBipHO, mo mpolecu
rineprnosipu3anii  MeMOpaH — 3apofikiB  HOTpe6y0Th  Oi/nbIIOrO
eHeproszaOesIedyeHHs il MEeBHUM YMHOM CTUMYJIIOIOTb IpPOLECH, IO
3ymMoB0I0Th nigcunenns HIIIK.

BusBneno HeratuBHy Kopesnio (-0,83%) mpu 30-XBUIMHHOMY
3cyBi yacosoro pany TMII BigHocHO papy K3 y npsamoMy HanpsaMKy.
Taxuit pesynbraT cBifuuTh npo Bunepemxennsa sMinamu TMII 3min K3
Ta MpO iXHIiil pisHOCHpsAMOBaHUI XapakTep. ToOTo 3i 30inbLIEHHAM
a0CONMIOTHNX 3HAaYeHb MeMOpaHHOTO IOTeHLiamy 6GracroMepis
3HIVDKYETBCS CIIIBBiIHOLIEHHA Iii€l BeMYMHM HA IOBepXHi MeMOpaHM
OfHi€l KITMHU O MeMOpPAaHHOTO MOTEeHLiany CyCifHbOI KITHMHU.
Mo>x/nBO, 1ie IOB’s3aHO 3i 3MiHaMU MeMOPAaHHOTO TPAHCIIOPTYBAHHS
Hic/IA eKBaTOpia/ZbHOTO IOAiNy 61acTOMepiB, OCKIIBKM BijoMO, IO
CTYIiHb €/IeKTPUYHOTO 3B’A3KYy € IPAMMM IIOKa3HMKOM Audysii pisHux
pedoBUH Ta rpafienrta ioHiB Mix xmituHamu (B.II. Boxkosa u pmp.,
1971; 1973).

YacoBi NPUYMHHO-HACTIAKOBI 3B’A3KM H0Ope BUAHO Y

KOpe/iorpaMax HeCUMeTPUYHOI BiJHOCHO HY/IBOBOTO 3CyBy GopMHu 3
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MaKCUMa/IbHYMU 3HaYeHHAMU KoedillieHTiB KopesALil /niie Ipu 3CyBi
y opgHOMYy HampsaMi. Pasom 3 TuM, npoBefeHUII HaMIU aHa/li3 BUABUB
aHaJIOTIYHYy TEHJIEHLII0 /I B IEBHUX KOPeJIorpaMax, Ha AKUX JOCTOBipHi
3HaueHHs Koe(illieHTiB KopeALil MpuUIIafaloTh Ha HY/Ib, ajle JIMIIe 3
3CYBOM Y OJHOMY HAIIpsIMi 3Ha4eHH: O/IM3bKi 10 TUX, 0 6e3 3MilleHb,
XO4a He JIOCTOBipHi I 3afaHOTO piBHA 3HAa4MMOCTi. Bimomo, mo €
TeHZIeHLliA 3MiH 3a cycigHiMu nuépamy, #Aki mnifBUIIyIOTH abo
3HIDKYIOTb IIOPir gocroBipHOCTi. ToMy, 3TifHO 3 UM TBepI>KEHHAM, a
TaKOX i3 ypaxyBaHHAM HOIYCTMMIUX MeX pO3paxoBaHuX KoedilieHTiB
KpOC-KOperAlLii, Mi BBaXKaeEMO, 110 y Kopenorpamax Ris, Ri7, Ras, Ry7 Ta
Rs; TakoX MOXIMBa JMOBIpHICTb 4acOBUX HNPUYMHHO-HACTITKOBUX
3B’13KiB MK BiIlIOBIIHMMM aHaTi30BaHUMU PSTAMMA.

Amnasoriydi 4acoBi cmiBBigHOIIeHHS MDK 3miHamu AIl Ta
puHamikor III' i AK BcranoBneHo Mixk gumHamikoio TMII 3 mumu x
nokasHukamu (tabm. 2.1, R, Ryy). Pesynbratum cBigyate 1mpo
BUIepe/PKeHHA npubmmsHo Ha 15-30 xB pguHamiunmx 3mim MII
3minamy HITI" Ta AK.

ITIpn 3BopoTHOMY 3cyBi (-1) pagy AK BigHocho papis IIIIK ta
K3 (Ry, Rs;) cmocrepiramm cmmbHy KopenAliio, IO 3acBigdyye Ipo
3amisHeHHs Ha 30 XB 3MiH BKa3aHMX ITOKa3HMKIB BimHOcCHO 3miH AK.
Aste Ha BiffMiHY BiJj IIlepIIOTO NPUK/Iajy, B AKOMY HaIlpAMOK 3MiH 060X
NOKAa3HUKiB  OFHAaKoBMi, y ppyromy -  36inbmenHs AK
CYIPOBOIDKYETbCA 3MeHIIeHHAM K3.

HocroBipumit i cunbhmit (0,92**) 3p’ssok IIIIK Tta III' €
MiJCTaBOI0 10 NMPUIIYLIEHHA PO Te, IO Ha PaHHIX CTafliiX PO3BUTKY

r1ikoreH € cyocrpatom auxanHsA (A.C. I'mu36ypr, 1968). Mox1uBso, 1o
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TYT Oepe y4acTb KazeiHKiHa3a — (epMeHT, KU1 peryIioe pisHOMaHiTHI
BHYTPIIIHBOK/IITHHHI nporecu: ¢pochopunoBanHs pepMeHTIB 0OMiHy
I7IiKOTeHy, imigiB, ¢akTopiB 6inkoBoro cunresy (E.A. Toitma u gp.,
1982; E.A. 3emckoB u ap., 1998; JI.B. Ps6osa, C.I. Baceuxwuit, 1996), i
toMy 3B’a30k ii aktmBHocti 3 IIIIK Takox e cumbHuM (0,91%*).
IligTBEpI>KEHHAM € B)Ke 3rajjaHa paHillle KOpelAlid MK aKTMBHICTIO
KaselHKiHa3M Ta IBUJIKICTIO ITIiKOIi3Y.

IIpn Kpoc-KopenALiflHOMY aHa/i3i ap 4acoBUX PAJIB, Y AKUX
OJHMM 3 KOMIIOHEHTiB € pHy, oJep>xaHO HeJOCTOBipHI 3HaYeHH:A
KoedinieHTiB Kpoc-Kopensnil. OTxe, BifHOCHO 3B’s13KiB guHamiku pH,
i3 3MmiHaMM IHIOMX JIOCHIJPKYBaHMX XapaKTEPUCTUK 3apOJKiB
HEMOXX/IMBO JaTM KOHKPETHMX BJCHOBKIB, OCKIZIbKM Ofiep>KaHi
pe3y/IbTaTH CITif IepeBipUTH 3a JOIIOMOT0I0 611101 BUOIpKH.

JAx  migcyMOK  IpPOBENEHOTO  KOMIUIEKCHOTO  BUBYEHHA
KIJIbKICHOTO OIIiHEHHSI B3a€EMO3a/JI€KHOCTEN MiX 3araJlbHUMMU 3MiHaMU
piBHs 6i0e/IeKTPUYHNX i MeTabOMIYHIX XapaKTePUCTUK 3aPOLKIB B IOHA
po3pobsieHO cXeMM, B SKUX YpaxoBaHO BCi BUABJIEHI MOCTOBipHi
KopensAaLiiui 38’s13ku (puc. 5.1, 1) Ta mpuumMHHO-HacmigKoBi (puc. 5.1,
2). Crpinka Mae HampsAMOK Bii IapaMeTpa, IO JOTO BBAXKAITb
IPUYMHOIO, 10 HACTiZKOBOTO IapaMeTpa.

Amnaji3 BMABIEHMX 4acOBMX IPUUYMHHO-HACTITKOBUX CIIiBBif-
HOIIIEHDb 3aCBif[4y€ TiCHY CHpsDKEHICTh 3MiH 0i0€NeKTPUYHUX, eHepro-
3a0e3IedyBaIbHUX i MEMOPaHHO-TPAaHCIOPTHUX IIPOLECiB y pAHHBOMY
eMOpioreHesi B'I0Ha, siKka MOXKe OyTU peajli3oBaHa Ha OCHOBI CITIIBHUX

¢daxTopiB perymoBaHHA ixHbol AyHaMiky (JI.51. IBamkis Ta inH., 2001).
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Puc. 5.1. CxeMu B3aeMO3aJIeXKHOCTel MiX FOCTIIXKYBaHUMM ITOKasHuKaMu (1 —
yci BUAB/IeH] B3a€MO3B’13KY; 2 — BUABJICH] IPUYMHHO-HACTIIKOBI B3a€MO3B A3KM).
k= +i, i=+1,2,3...+12, k=1,2,3,4,5,6,7,8,9,10,11,12, (+) — mpsma pist, (-) — 3BOpoTHa, a6o

obepHeHa, fiis

AmnaniTuyHo 1€ MO’KHa OIIMCaTU TakK:

o Jlna cpykrypu Nel

dA
; =k ,B-k,A-k_A+k,F-k,F+k_,E-k A+k D-k.A+k_C

dB
—o =k Ak, BBk F -k Bk C
t

dcC
E =k;,B-k_,B-k,C+k_ jA+k_,F-k, C+k ,F-k,C+k_,D-k,C

dD

;zk74C—k4D+k7HA—kHD+k_7E—k7D 5.D

dE

; =k .C-k,E+k_ ,A-k,E+k F—-k,E

dF

; =k ,E-k,F+k_,D-k,F+k_,C-k, F+k B-—k,F+k A-kF.

® Jlna ctpykrypu Ne 2
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dA'

;zkuE’—A’(kQ +k,+k, +k;,)

4B’ k.C'+k A"+ k_F'

— = + +

dt 3 2 8

ac’ k,C'+k.F —k.,C' (5.2)
—_— + —_— .
dt 9 5 3

dD' . .

?=k11A +k,F

dE'

;Z—E'(ks +k12 +ks)

dF'’

—=k1A'+k6E'—k8F'—k7F'.

dt

IIpumiTka: piBHAHHA OJAHO y IEPBMHHOMY BUITIAL.

Y npyriit cepii mOCTiKeHb aHaIi3yBany 4acoBe OpPTraHi3yBaHHA
IIpOLleCiB Y paHHbOMY eMOpioreHesi B'IoHa Ha OCHOBi 3MiH HeB’STH
IIOKa3HMKIB, 3a J[IOIIOMOIOK0  fKMX ONNCYIOTb  MeMOpaHHMI
€JIEKTPOT€eHeE3, JTAaHKU eHepr03a6e3HequHH, IHTEHCUBHICTh
0i0CHMHTETVYHMX IIPOLIECIB Ta AUHAMIKY PeryIsaTOpPHUX QaKTOpiB.

Y pesynbraTi oLjiHeHHA YacOBUX CIIBBiIHOIIEHb MK 3MiHaMM
CEpefHbOro piBHA MOCTIIKyBaHMX IIOKasHUKIB ofiep)KaHO 36 Kpoc-
KOpesiorpam, sAKi 300paxkeHo y Tabnuipsax 5.3-5.6.

Cnip Bif3HauUMTH, 1O MMIIEe MiX IApPOI0 TAKUX YACOBUX PAJAIB,
Ak TMII ta JIAI He BCTaHOBJIEHO [OCTOBIpPHMX KpOC-KOpPeALiliHNX
3B’sI3KiB IIpM KOMOIHAI[ifX 3HaYeHb 32 Pi3HOYACOBMMIU 3CyBaMI Y 060X
HampsAMax. [Ina iHmumx 34-X map INOKasHMKIB BMABJIEHO [JOCTOBIipHi
KpPOC-KOpesALiliHi 3B’s13KM, OiMbIICTh 3 SKUX MOXHA BBaXKaTn

HPI/I‘II/IHHO-HaC}Ii]_IKOBI/IMI/I.
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Tabnuys 5.3
Kpoc-KopenorpaMM ,T_LOC)'Ii,T_DKYBaHI/IX XapaKTEpUCTUK 3apo;11<iB B’I0HA
-18 -0,35 - 0,08 0,15 0,42* 0,23 -
-17 -0, 36* -0,41% 0,06 0,07 0,40* 0,14 -
-16 -0,37* -0,33 0,05 -0,02 0,37* 0,03 -
-15 -0,37* -0,23 0,03 -0,10 0,33 -0,07 -
-14 -0,36* -0,13 0,03 -0,17 0,28 -0,18 -0,03
-13 -0,34 -0,02 0,04 -0,23 0,22 -0,28 -0,11
-12 -0,32 0,10 0,05 -0,28 0,16 -0,37* -0,18
-11 -0,28 0,21 0,07 -0,31 0,09 -0,44* -0,25
-10 -0,24 0,32 0,10 -0,33 0,02 -0,50** -0,30
-9 -0,19 0,42* 0,13 -0,32 -0,05 -0,53** -0,30
-8 -0,14 0,51** 0,17 -0,30 -0,11 -0,53** -0,33
-7 -0,08 0,59** 0,20 -0,26 -0,18 -0,51** -0,35
-6 -0,01 0,64** 0,24 -0,20 -0,23 -0,46** -0,36*
-5 0,05 0,66™* 0,27 -0,13 -0,28 -0,38* -0,37*
-4 0,12 0,65** 0,28 -0,05 -0,32 -0,27 -0,40*
-3 0,18 0,61** 0,29 0,04 -0,34 -0,14 -0,42%
-2 0,24 0,54** 0,27 0,13 -0,35 0,02 -0,44*
-1 0,29 0,42* 0,24 0,22 -0,34 0,19 -0,44*
0 0,34 0,26 0,17 0,30 -0,31 0,38* -0,45**
1 0,49** 0,26 -0,02 0,20 -0,42* 0,35 -0,41%
2 0,61** 0,25 -0,19 0,11 -0,50** 0,31 -0,36*
3 0,69** 0,23 -0,34 0,02 -0,56** 0,28 -0,29
4 0,74** 0,21 -0,46** -0,07 -0,59** 0,24 -0,20
5 0,76** 0,18 -0,56** -0,15 -0,60** 0,19 -0,10
6 0,76** 0,15 -0,64** -0,21 -0,59** 0,14 0,01
7 0,73** 0,11 -0,69** -0,27 -0,56** 0,08 0,14
8 0,69** 0,08 -0,71** -0,32 -0,52** 0,02 0,17
9 0,62** 0,05 -0,72** -0,36* -0,47** -0,04 0,19
10 0,55** 0,03 -0,70** -0,39* -0,41% -0,10 0,20
11 0,46** 0,00 -0,66** -0,40* -0,34 -0,15 0,20
12 0,37* -0,02 -0,61** -0,39* -0,27 -0,19 0,19
13 0,27 -0,04 -0,53** -0,38* -0,19 -0,23 0,19
14 0,17 -0,06 -0,44* -0,34 -0,12 -0,25 0,18
15 0,07 -0,07 -0,35 -0,30 -0,04 -0,26 -
16 -0,02 -0,08 -0,24 -0,24 0,03 -0,26 -
17 -0,11 -0,10 -0,13 -0,18 0,10 -0,25 -
18 -0,19 - -0,02 -0,11 0,16 -0,22 -
n Ris Rs3 Rys Rs3 Re3 R73 R
Ryy — koedimieHT Kpoc-KopenAwii, Ae umbpu B iHAEKCaX MO3HAYAOTh AOCIIKYBaHI
vacoBi pagu: 1 - tpaHcMemOpanHmit morenuian, 2 - [Ca*ls, 3 - pHy 4 - akruBHicTH
i3oLMTpaTAeriiporeHas, 5 - aKTUBHICTb O-KeTOI/yTapaTjerifporeHasu, 6 - aKTUBHICTb

CYKIMHATAETiApOreHasn, 7 — aKTUBHICTb JIAKTAaTAETifporeHasy, 8 — IMIBUAKICTD HOTIMHAHHA
KICHIO, 9 — BMICT CEPOTOHIHY B 3apOjIKax B'IOHa;

N — KiZbKIiCTb I ATUXBUINHHIX 3CyBiB; ** - p < 0,01, * - p < 0,05
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HocroBipHa mnosutuBHa Kopemsanis (p<0,01) 6e3 yacoBux
3MillleHb Ma€ Micie MK 3MiHamu akTuBHOCTI a-KI'[I[' 3 Takumm
qacoBuMM psmamu: aktuBHocti i3 LT (0,76**), COAT (0,79**) ta JIAT
(0,79**) (rabm. 5.4). lle cBigumTh HPO Te, IO IIPOLIECH, SKUMU
3YMOBJIEHI 3arajbHi 3MiHM piBHA 3a3HaYeHUX IIOKasHMKIB Ha
JochiKyBaHoMy iHTepBani yacy — Bif 120 mo 320 XB — TicHO cnpsKeHi,
Ta Bif0yBalOTbcsi Ha PpiBHI OiOXiMIYHMX UMK/IIB e€HEPreTUYHOro
MeTabomisMy. AHA/IOTiYHY KOPeNAL{l0 CIoCTepiramy MK 3MiHaMu
TMII i3 aktuszicTio a-KI'AT (0,60**), mo migTBepmXXye AYMKY IIpO
TiCHY cHpsDKeHicTh 6ioeeKTpryHMX i MeTaboMiYHMX HpoIeciB y
PaHHbOMY PO3BUTKY TBapVH.

Ons TMII BusiBieHO IISATHM YacoBi MPUYMHHO-HACTIIKOBI
3a/IeKHOCTI y Takux mapax dvacosux pspgis: TMII-Ca*, pH,, CIT,
IITK, ceportonin (tabm. 5.3-5.6). BogHovac KopessLii criocTepiraloTh
3a Ppi3HMM [JOFATHMM 3HAaYeHHAM 3CyBY, IO CBif4MTb IIpO
BunepemxeHHa 3miHamyu TMII 3MiH Ha3BaHMX IIOKa3HMKIB, KpiMm
kopenmorpamn TMII-Ca’* (Ry), e BaXKO 3’sCyBaTy, 3MiHU SIKOTO 3
MIOKa3HMKIB € BUIIEPeI>KyBabHUMII.

3a IIATUXBWIMHHUM 3CYBOM BSABJICHO CWIbHY JOCTOBipHY
Kopersnito Mbk psagamu TMIT-Ca** (0,84**), TMII-CAT (-0,87**) ta
TMII-ceporonin (-0,55%*) (Tabmn. 5.3-5.4).

Buspneni kopenAuiitHi 3B’A3KM  3acBiguyloTh Te, MmO 3i
36iblIeHHAM Tilepronsgpusanii MeMOpaH 3apOfKiB 30IbIIYETHCA
KOHIIEHTpAlliA JOHi30BAaHOTO KaJbllil0 B LMUTO30/i Ta S3HMKEHHA
akTuBHOCTi CIIT' i BMiCTy CepOTOHiHY y 3apojkaX, IIO peaji3yeThbcsd,

OYeBUJJHO, Ha piBHI Pi3snMKO-XiMiYHUX B3aEMOZIIL.
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Tabnuys 5.4

Kpoc-kopenorpamu fOCIipKyBaHNX XapaKTePUCTUK 3apPOJIKiB B'IOHA

n Ris Ris Rie Riy Rsy Rss Rss Ry Rsy Res Ry Res Rs; Re7

-20 - - - - -0,41* -0,15 0,01 -0,09 0,46** 0,11 0,31 | -0,02 | 0,07 | 0,06
-19 | 0,12 | 0,14 | 0,32 | -0,02 | -0,46** -0,14 -0,04 -0,05 0,44** 0,15 | 0,36* [ -0,02 | 0,09 | 0,03
-18 | 0,08 | 0,12 | 0,30 | -0,02 | -0,49** -0,13 -0,10 0,00 0,40** 0,19 |0,39**( -0,02 | 0,10 | 0,00
-17 | 0,03 | 0,11 | 0,27 | -0,02 | -0,50** -0,11 -0,16 0,05 0,34** 0,22 | 0,38* | -0,02 | 0,11 | -0,02
-16 | -0,01 | 0,09 | 0,23 | -0,02 | -0,50** -0,08 -0,22 0,09 0,27 0,24 | 0,35* | -0,03 | 0,12 | -0,05
-15 | -0,06 | 0,08 [ 0,19 | -0,02 | -0,49** -0,06 -0,27 0,12 0,19 0,26 0,30 | -0,03 | 0,12 | -0,06
-14 | -0,11 | 0,06 | 0,14 | -0,02 | -0,47** -0,03 -0,32* 0,15 0,11 0,27 0,23 | -0,04 | 0,12 | -0,07
-13 | -0,16 | 0,04 | 0,09 | -0,03 | -0,44** -0,01 -0,36** 0,15 0,03 0,29 0,13 | -0,04 | 0,12 | -0,07
-12 | -0,21 | 0,01 | 0,03 | -0,03 | -0,41** 0,00 -0,41** 0,15 -0,04 0,30 0,03 | -0,03 [ 0,12 | -0,06
-11 | -0,26 | -0,02 | -0,03 | -0,04 | -0,38* 0,00 -0,45%* 0,12 -0,09 0,32 | -0,08 [ -0,01 | 0,13 | -0,04
-10 | -0,31 | -0,05 | -0,10 | -0,06 | -0,34* 0,00 -0,48** 0,08 -0,12 0,34 | -0,18 [ 0,02 | 0,15 | -0,01
-9 1-0,37** -0,09 | -0,17 [ -0,08 -0,32* -0,03 -0,51** 0,03 -0,13 0,36 |-0,28 [ 0,05 | 0,17 | 0,04
-8 |-0,43**[ -0,13 | -0,25 | -0,10 -0,29 -0,07 -0,54* -0,04 -0,10 0,39 [-0,35*| 0,10 | 0,21 | 0,09
-7 1-0,49**( -0,18 |-0,33*| -0,13 -0,28 -0,12 -0,57** -0,12 -0,05 0,42 |-0,41**( 0,17 | 0,25 | 0,15
-6 |-0,55**| -0,23 |-0,41**| -0,16 -0,27 -0,19 -0,60** -0,20 0,03 0,46 |-0,42**[ 0,24 | 0,31 | 0,22
-5 ]-0,61** -0,29 |-0,50**( -0,19 -0,28 -0,28 -0,63** -0,28 0,14 0,51 |-0,40**( 0,33* | 0,37* | 0,28
-4 |-0,66**[-0,36%|-0,59**| -0,22 -0,29 -0,38* | -0,66** | -0,35* 0,27 0,56 |-0,34*(0,42**]0,45** | 0,34*
-3 |-0,72**[-0,42**]-0,67**| -0,25 -0,32% | -0,49" | -0,69** | -0,40"* | 0,40** 0,62 | -0,22 [0,52**]0,53**[0,38**
-2 |-0,76**[-0,49**]-0,76**| -0,26 | -0,34* | -0,60** | -0,74** [ -0,42** | 0,54** 0,67 | -0,06 [0,62**]0,62**[0,39**
-1 |-0,80**[-0,55**|-0,84**| -0,25 -0,38* | -0,71** | -0,79** | -0,38* 0,67** 0,71 0,17 |0,71**]0,71**| 0,37*
0 |-0,82**-0,60**|-0,92**| -0,23 | -0,40** | -0,80** | -0,86™* -0,28 0,76** 0,74 |0,44*%10,79**(0,79**| 0,29

1 ]-0,73**|-0,53**|-0,87**| -0,10 -0,36* | -0,73** | -0,75** -0,19 0,71** 0,66 |0,51**]0,71**[0,71**| 0,16

2 [-0,62**]-0,46**(-0,82**| 0,00 -0,30 -0,66** | -0,65** -0,12 0,62* 0,56 |0,53**[0,62**]0,62**| 0,05

3 [-0,50**]-0,39**(-0,78** 0,07 -0,24 -0,58** | -0,55** -0,05 0,52** 0,45 |0,51**(0,53**]0,52** | -0,03
4 [-0,38**|-0,33* -0,73**| 0,11 -0,17 -0,50* | -0,46™* 0,00 0,39 0,34 |0,46**(0,45]0,42** | -0,09
5 -0,26 | -0,29 |-0,69**| 0,13 -0,11 -0,42° | -0,37* 0,05 0,27 0,23 |0,38**(0,37**| 0,33* | -0,13
6 -0,16 | -0,25 |-0,64**| 0,12 -0,04 -0,34* -0,28 0,09 0,14 0,12 0,30 | 0,31 | 0,24 | -0,14
7 -0,06 | -0,23 |-0,60**| 0,10 0,02 -0,26 -0,20 0,12 0,03 0,03 0,21 | 0,25 | 0,17 | -0,15
8 0,02 | -0,22 |-0,55** 0,07 0,07 -0,18 -0,13 0,14 -0,07 -0,05 [ 0,12 | 0,21 | 0,10 | -0,13
9 0,08 | -0,22 |-0,50**| 0,03 0,12 -0,12 -0,06 0,15 -0,15 -0,12 | 0,04 | 0,17 | 0,05 | -0,11
10 0,13 | -0,23 [-0,45**| -0,01 0,16 -0,05 0,00 0,16 -0,21 -0,17 [ -0,03 | 0,15 | 0,02 | -0,08
11 0,17 | -0,24 (-0,40**| -0,05 0,20 0,00 0,06 0,15 -0,25 -0,21 [ -0,09 | 0,13 | -0,01 | -0,05
12 0,19 | -0,26 (-0,34*| -0,09 0,22 0,05 0,11 0,15 -0,28 -0,23 | -0,14 | 0,12 | -0,03 | -0,01
13 0,19 | -0,28 | -0,28 | -0,13 0,24 0,09 0,15 0,13 -0,28 -0,24 | -0,17 | 0,12 | -0,04 | 0,02

14 0,19 |-0,29 | -0,22 | -0,15 0,25 0,12 0,19 0,12 -0,27 -0,24 | -0,19 | 0,12 | -0,04 | 0,05

15 0,19 | -0,30 | -0,16 | -0,17 0,25 0,14 0,22 0,10 -0,25 -0,24 | -0,18 | 0,12 | -0,03 | 0,07

16 0,17 | -0,30 | -0,10 | -0,17 0,24 0,16 0,25 0,07 -0,21 -0,23 | -0,17 | 0,12 | -0,03 | 0,09

17 0,16 | -0,29 | -0,04 | -0,16 0,23 0,17 0,26 0,05 -0,17 -0,21 | -0,14 | 0,11 | -0,02 | 0,10

18 0,15 | -0,28 | 0,02 | -0,14 0,22 0,18 0,28 0,03 -0,13 -0,19 | -0,11 | 0,10 | -0,02 | 0,10

19 0,14 | -0,25 | 0,08 | -0,11 0,20 0,17 0,28 0,01 -0,09 -0,18 | -0,07 | 0,09 | -0,02 | 0,09

20 - - - - 0,18 0,17 0,29 -0,01 -0,06 -0,16 | -0,03 | 0,07 | -0,02 | 0,07

Ipumitka. ITo3HadyeHH: AK y Tabm. 5.3
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Kpim TOro, Ha Kopenorpamax LMX IOKa3HMKiB, IOYMHAIOYM 3

I ATUXBWINHHOTO 3CyBy s TMII-pH, Ta gBaguATHXBUWIMHHOTO I

TMII-IIIIK, mpocTexyeTbcs IIOCTYIOBe 30i/lbIIEHHA 3HAa4YeHb

HOCTOBIpHMX KoedillieHTiB Kpoc-KOpesAlil, 1[0 MOXKe CBifYMTH IO

aHajoTiuyHe 30iMbIIEHHA CTeleHs CHpPsDKEHOCTI MDK 3MiHaMyM LMX
IIOKa3HMKIB 3a/IEXKHO BiJf 4aCy pO3BUTKY.

Tabnuys 5.5

Kpoc-xopenorpamu fOCIiIKyBaHNX XapaKTEPUCTUK 3apONKiB B IOHA
¢ XKy )i

n Riz Ry Rs. Ry Ra Rus Rs, Rso Re Reo Rz Rz Ras Ros
-14|-0,33 | 0,11 | 0,18 | -0,21 - - - - - - B B B B

-13]-0,30 | 0,04 | 0,21 | -0,23 - - - - - - - - - -

-121| -0,26 | -0,03 | 0,23 | -0,25 - - B B B B B B B B

-11| -0,21 | -0,09 | 0,26 | -0,26 | 0,37 | -0,03 | 0,35 | -0,18 | 0,27 | 0,07 | 0,18 | -0,28 | -0,20 | 0,05
-10| -0,15 | -0,16 | 0,28 | -0,26 | 0,34 | 0,04 | 0,37 | -0,14 | 0,22 | 0,11 | 0,25 | -0,30 | -0,30 | 0,02
-9 |-0,08]-0,18 | 0,30 | -0,25 | 0,28 | 0,09 | 0,37 | -0,08 | 0,16 | 0,10 | 0,32 | -0,27 | -0,38 | -0,01
-8 | 0,00 | -0,23 | 0,30 | -0,23 | 0,20 | 0,16 | 0,34 | -0,01 | 0,08 | 0,13 | 0,38 | -0,23 | -0,45 | -0,03
-7 1 0,09 | -0,27 | 0,30 | -0,21 | 0,09 | 0,23 | 0,30 | 0,07 | 0,00 | 0,15 | 0,42 | -0,18 [-0,50* | -0,04
-6 | 0,19 | -0,30 | 0,29 | -0,18 | -0,03 | 0,29 | 0,22 | 0,16 | -0,10 | 0,18 | 0,44 | -0,10 |-0,53*| -0,05
-5 | 0,30 | -0,34 | 0,26 | -0,14 | -0,17 | 0,35 | 0,12 | 0,25 | -0,21 | 0,22 | 0,43 | -0,01 |-0,54* | -0,06
-4 | 0,42* | -0,39 | 0,22 | -0,09 | -0,32 | 0,40 | 0,00 | 0,33 | -0,33 | 0,28 | 0,39 | 0,10 [-0,54*| -0,06
-3 |0,54**|-0,43*| 0,15 | -0,02 [-0,48*| 0,44 | -0,15 | 0,41 |-0,47*| 0,35 | 0,31 | 0,22 |-0,51**| -0,02
-2 |0,67**|-0,47*| 0,07 | 0,05 |-0,64**| 0,46 | -0,32 | 0,49* |-0,62**| 0,42 | 0,19 | 0,36 [-0,47*| 0,06
-1 |0,81**|-0,50**| -0,04 | 0,14 |-0,78** 0,44 |-0,50*| 0,54* |-0,79**| 0,50* | 0,02 | 0,51* | -0,41 | 0,17
0 [0,94**-0,53**| -0,17 | 0,25 |-0,91**| 0,39 |[-0,68**| 0,57* |-0,97**| 0,58* | -0,19 |0,68**| -0,33 |0,69**
1 [0,90**-0,55**| -0,26 | 0,47* |-0,86**| 0,07 |-0,69**| 0,12 |-0,86**| 0,13 | -0,26 | 0,17 | -0,11 | 0,52*

2 0,84**]-0,55**| -0,34 | 0,68* |-0,80**| -0,02 |-0,70**| 0,01 [-0,75**| 0,02 | -0,33 | 0,06 | 0,06 | 0,38
3 [0,77**|-0,49**| -0,41* | 0,78** |-0,72**| -0,07 [-0,69**| -0,06 |-0,64**| -0,06 | -0,39 | -0,02 | 0,20 | 0,25
4 [0,70**| -0,40 |-0,47*|0,80**|-0,63**| -0,09 |-0,66**| -0,09 |-0,53*| -0,10 | -0,44 | -0,06 | 0,30 | 0,15
5 10,62**| -0,27 |-0,52**|0,72** | -0,53* | -0,08 |-0,61**| -0,08 | -0,43 | -0,10 | -0,48*| -0,06 | 0,36 | 0,06
6 10,53**| -0,11 |-0,55**|0,50** | -0,42 | -0,07 |-0,55**| -0,07 | -0,32 | -0,10 | -0,50*| -0,05 | 0,39 | -0,02
7 10,44*| 0,09 +0,58*4 0,12 |-0,30|-0,06 | -0,46 | -0,05 | -0,22 | -0,10 |-0,50*| -0,04 | 0,40 | -0,09
8 | 0,35 | 0,15 }0,58*4 0,03 |-0,17 | -0,05 | -0,37 | -0,04 | -0,12 | -0,09 |-0,47*| -0,02 | 0,38 |-0,15
9 10,25 0,18 }0,57*4 -0,04 | -0,04 | -0,04 | -0,25 | -0,02 | -0,02 | -0,08 | -0,43 | 0,00 | 0,35 |-0,20
10 | 0,16 | 0,20 }0,55*%-0,08 | 0,08 |-0,04|-0,13 | 0,00 | 0,08 |-0,06|-0,36| 0,03 | 0,30 | -0,25
11 | 0,07 | 0,21 }0,51*4-0,08 | 0,20 | -0,04|-0,01 | 0,01 | 0,16 |-0,04|-0,28| 0,07 | 0,25 |-0,26
12 [-0,02| 0,20 |-0,46*|-0,09| - - - - - - - - - -

13 {-0,11| 0,20 |-0,39 -0,09| - = = = = = = = = =

141-0,19] 0,19 |-0,31 [ -0,09 | - - - - - - - - - -

ITpumirka. ITosHauenHs Ak y Tabm. 5.3
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Tabnuys 5.6
Kpoc-kopenorpama Mi>k MeMOpaHHMM ITOTEHIIia/IOM Ta IIBUIKICTIO

HOI/IMHAHHA KJCHIO 3apOJKiB B'IOHA

n Rus n Rus n Rus n Rus
-33 -0,12 -16 -0,42%* 1 0,04 18 0,73**
-32 -0,14 -15 -0,42%* 2 0,14 19 0,71**
-31 -0,17 -14 -0,42** 3 0,23 20 0,69**
-30 -0,19 -13 -0,42%* 4 0,31%* 21 0,67**
-29 -0,21 -12 -0,41%* 5 0,39** 22 0,65**
-28 -0,23 -11 -0,40** 6 0,45%* 23 0,62**
-27 -0,26* -10 -0,38** 7 0,51%* 24 0,59**
-26 -0,28* -9 -0,37%* 8 0,56** 25 0,55**
-25 -0,30* -8 -0,35%* 9 0,61** 26 0,52**
-24 -0,32%* -7 -0,32** 10 0,65%* 27 0,47**
-23 -0,34** -6 -0,30% 11 0,68** 28 0,43**
-22 -0,36** -5 -0,27% 12 0,70** 29 0,39**
-21 -0,37** -4 -0,23 13 0,72%* 30 0,34**
-20 -0,39** -3 -0,20 14 0,73** 31 0,37**
-19 -0,40** -2 -0,16 15 0,74** 32 0,31%
-18 -0,41*% -1 -0,11 16 0,74** 33 0,25
-17 -0,41** 0 -0,07 17 0,74*%* 34 0,19

Ipumitka. ITo3HadeHH: AK Ha Tabm. 5.3

i xpoc-kopenALil, BUABIEHI 3a NOBTOTPUBAIMMU 3CYBaMU,
MOXJ/NBO, BigoOpakatoTb mopii, ski mnoB’sa3aHi 3i 3MiHammu
MopdororidHoro IwaHy. JacoBuil NpUYMHHO-HACTIIKOBUI 3B A30K
Mk 3miHamy cepepguboro piBHa TMII i HIIIK Takoro » xapakrepy
HaMyl ONMCAHO paHille IpM KPOC-KOPENALIIIHOMY aHamisi 3
TPUALATUXBUINHHNM 3cyBoM (JI.f1. IBamkiB Ta iH., 2001).

BcraHOB/IEHO HAABHICTD BOCBMM INPWYMHHO-HACIiIKOBUX
3B’s3KiB MK 3MiHaMU IOKa3HMKIB, cepel SKUX OfHUM € Ca®" (Tabm.
5.5), a came: mixx Ca** ta pH,, akrusuicrio 8L, a-KTT, CAT, JIAT

ta IIIITK, ceporoninom Ta TMII. 3B’a3Kku 11i MOXyTb OyTH peanizoBaHi
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Ha piBHi MOJNEKYIAPHUX MEXaHi3MiB, Y AKMX iOHM Ka/bLil0 BUKOHYIOTb
¢yHKIiI0 BTOpMHHOTO nocepegHuka. OCKiIbKM He B yCiX IpMKIagax
JOCTOBIpHI KPOC-KOPeSALiiiHI 3BA3KM BMAB/IEHO HPM Pi3HOYACOBUX
3cyBax psagy Ca*' y 3BOpOTHOMY HANpsIMKY BiffHOCHO iHIIVX PSIiB — 1€
CBiuMTH, 1[0 3MiHM KOHIEHTpalil joHi3oBanoro Ca’** y umrosoni
MIpOXOJATh i3 3ami3HeHHAM [0 3MiH Takux pAfis, gk o-KIAD i
CEPOTOHIH.

CuibHy HeraTMBHy Kopesnio MbK psmamm Ca® ta isLIAT (-
0,86**), CHOI (-0,86**), ceporoninom (-0,44*) BuABIEHO 3a
ICATUXBWIVHHMM 3cyBoM, a Mbk Ca** Ta o-KIOL (-0,70%*) mpm
mecATUXBMWIMHHOMY. OCKiIbKM Iji KopenAlii € HeraTMBHUMM, I
CBiJYUTb, IO 3i 3MEHUIEHHAM KOHLEHTpalil JOHi30BaHOIO Ca* y
IIUTO30J1i 30i/IbIIY€EThCA AKTYBHICTh Ha3BaHNX JIETiIpOreHa3 Ta 3pOCTae
BMICT CEpOTOHIHY Y 3apOZIKy a0 >K HaBIIaKu.

3a JOBrOTpMBAIUM 3CYBOM, piBHUM 40 XB, BUSB/IEHO JOCTO-
BipHMIT Kpoc-KopensauiiHuit 38’30k (-0,58**), mo BuHMKae MiX
nokasHukamu IIIIK 1 Ca*. To6To 3MeHUIEHHS KOHIEHTpPALil
ifonizoBanoro Ca* y nurosoni cynpoBomkyerbes 36inpurennsam LITIK,
110 IMOBIPHO, peasli3y€eTbCA Ha piBHI MONEKYIAPHUX MEXaHi3MiB, fAK i
3a3HaveHi IONepefHbO 3a/IEXKHOCTI.

[Topo 38’s3kiB Ca**~pH, ta Ca**-JI[IT, T0 iX crocrepiraroTh 3a
ABafLATUIN ATU-TPUALATUXBUIVMHHAMM 3CyBaMu 4acosoro psiay Ca*' B
060X HanpsMax BiTHOCHO iHIINX PAZIB, TOMY BaXKKO BCTAHOBUTH, KNIl
3 pARIB € BUIlepeKyBaTbHMUM. T00TO, IIO € NPUYMHOI0, a IO —
HaclaimKoM. Aje, OCKiIbKM OinblIi 3a BEJIMYMHOKI 3HAYEHHHA
KoeQilieHTiB Kpoc-Kopenalil y 060X Bumagkax CIOCTepiraaym mpu

Bi eMHux 3cyBax psapy Ca**, MOKHa HpUIyCTUTH, 1[0 3MiHM pH, Ta
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aktuBHOCTi JIII' € BuUnepemKyBaJbHMMI ILOJO 3MiH KOHIEHTpaLil
iionizoBanoro Ca®* y nurosoni. BogHowyac KopensAuis MK LuMu
IIOKA3HMKAaMJ € HETaTMBHOIO, IO CBil4UTb IIPO Pi3HOCHPAMOBAHICTb
IXHBOI IMHAMIKIN.

AHajoriyHmMit XapakTep KpOC-KOpe/ALiHUX 3B’A3KiB Mae
micre Mk pagamu pH,—JIIAT ta pH,—a-KIOI' (ta6n. 5.3). ¥V 3B’a3Ky 3
TUM, IO MaKCUMaJIbHI MOCTOBipHI 3HaueHHs KoediuieHTiB Kpoc-
KOpeJIALil MpOoCTeXYIOTbCA Ipu 3CyBi pAnxy pH, piBHOMY +8 y mpsaMomy
HAINpsAMKY /I Ilepuol mapu mokasHmkis (-0,53**) i mpm 3cyBi -11 y
3BOPOTHOMY HAIpsAMKY i apyroi (-0,40%), 1i pe3y/IbTaT 03HAYAIOTD,
mo sMinu pHy € BunepemxysanbauMy Ha 40 XB 1I0[0 3MiH aKTMBHOCTI
JIAI' Ta s3amisHIOBaZIbBHUMMM Ha 55 XxB mo 3MiH aktuBHOCTi o-KI/IT.
Ockinbky KopenAllid HeraTuBHa, TO 3i 3MeHumeHHAM pH, 6yze
36impuryBatuch aktuBHicTh JIAT Ta o-KIII. Opepskani pesynbraTn
3acBifiuyoTh rinoresy loliiy Ipo MOXXIMBY Yy4acTb [JeTifporeHas y
perymoBanHi pHy (I.A. Bysumkos, T.M. Typmaes, 1988). IIpo e
CBilYaTh TaKOX BUSABIEHI Kpoc-KopemsAuiiHi 3B’sa3km  pH, 11
aktuBHictio BLIT" (-0,72**) ta pH, 11 aktusHicTI0O CAT" (-0,60**), ski
BUHMKAIOTD IIPYM COPOKAIl ATUXBWIMHHMX Ta JBafLATUIL ATUXBU-
MMHHYX 3CyBaX pARy pHy y 3BOpOTHOMY HalpsAMKY 4O Ha3BaHUX PAMiIB
(rabm. 5.3). Omxe, 3MmiHu pH, € 3ami3HIOBaTbHMMM LIOKO 3MiH
aktuBHocTi s, COI Ta o-KI'AI' Ta BuIlepeIKYyIOUMMU [O 3MiH
akTuBHOCTI JIJIT.

Crnocrepiraerbca TaKOXX TeHJeHIid [0 BUIIEpPEKeHHS 3MiH
pH, nHa 25 xB 3min IIIIK (0,66**), ockimpkm pnocroBipHi Kpoc-
KOpeJALiliHI 3B’A3KM BMsB/IEHO INpu 3CyBi psagy pHy y mpsamomy

HaIpAMKY BifHocHO psapy HIIIK.
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AHani3 B3a€MO3B’A3KiB y dYaci MK 3MiHaMM aKTMBHOCTI
JerimporeHas CBiIYUTb, MO 32 Biff EMHUM YaCOBUM 3cyBoM paxry CHT
BifHOCHO psapi BLIAT ta JIAT piBHMM I'ATH Ta [eCATM XBWIMHHUM
IIPOCTEXXYIOTbCS JTOCTOBIpPHI [OfaTHI 3Ha4YeHHs KoedillieHTiB Kpoc-
Kopenauii piBHi 0,71** ta 0,39** m1a nMx nap NokasHMUKIB BifANIOBiTHO
(rabn. 5.5), WO fae 3MOry 3poOUTM NpPUIYLIEHHs: 30iIblIeHHA
aktuBHOCTi i3LIJIT" Ta JIAT memio Bunepemskae 30i1blIeHHs aKTUBHOCTI
CITI. BinoMa Tako>x TeHAEHIis 1of0 BumnepenxeHHs pagoM sl Ha
5 xB papy TMII (ta6m. 5.4): KOpe/AlLisd HeraTMBHA Ta AyXKe CUIbHA -
0,80**. Otxe, 3i 36inpmenHam aktusHOcTi B3Il ¢depmenty, mo €
NeBHUM MOKA3HUKOM IHTEHCHMBHOCTI OIOCMHTETMYHMX IIPOIIECiB,
Bi]l6YBa€TbCH memonsApusanis Membpan sapopkis. Ili mani migTBepm-
XKYIOTb JYMKY IIpO TICHY CIpsDKEHIiCTh IIpolleciB MeMOpaHHOTO
e/IeKTporeHe3y 3 OIOCMHTETMYHMMM IIpOLjecaMyi y PpPaHHbOMY
emb6pioreHesi 3apoykiB puo.

OckinbKM  MaKCuMMalbHi 3HaueHHS KoeQillieHTiB  Kpoc-
kopenanii MK psagamu JIAT Tta isIJAI (tabm. 5.4) 3’sBAsIOTBCA 3
nepiofioM, AKMil CTAaHOBUTb IHpu6MM3HO 100 XB, NpM MOCIIFOBHUX
3CyBax OJHOTO 3 psAAiB y 000X HalpsAMax Ha MEeBHY KiNbKIiCTb YacOBUX
iHTepBasiB, TOMYy CKIaJHO iHTEpHIpeTyBaTH, IO € NPUYMHOW, a IO
HACIiIKOM y BMABJIEHUX KPOC-KOpeALifHMX 3B’A3Kax. OTxKe, MOXHA
3poOUTM NIpPUNYIIEHHA PO KOMVBHUII XapakKTep 3MiH aKTMBHOCTI
Ha3BaHUX €H3UMIiB.

3 Tabn. 5.4 BUAHO, 1O CUIBHO OOepHeHa 3a/leXXHICTh HasBHA
Mix 3miHamy axtuBHOCTi CHT Ta JIAT is IIIIK. ¥ mepmomy Bumagky
3a 3CyBOM -1 crmocrepiraerbcsa JOCTOBIpHMII KpPOC-KOpeNALiiiHUI

3B’5130K -0,79**. OueBUIHO TAKOXX, 110 KOpeJIALii MOBiIbHO 3racaloThb 3i
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301/IbIIIEHHAM BeMYMHM BiJj EMHOTO 3CYBY: 3a 3CYBOM -14 IIje BUABIEHO
JOCTOBipHe 3HaueHHs KoedilieHTa kpoc-Kopemnii. lle cBigunTh mpo
Te, o 3MiHM piBHA akTMBHOCTI CJHI' BuIepemKyoTh 3MiHM pPiBHA
HITIK, a cTyniHb CIps>KeHOCTi MK HMMY, 3a7IeKHO Bifl 9aCOBOTO 3CYBY,
36inpIyeTbea. Y apyromy Bumanky Mik axrmsaictio JIII ta IIITK
BUAB/ICHO MaKCUMa/lbHe MOCTOBipHe 3HaueHHsA KoedillieHTa Kpoc-
KopenAuii -0,42** 3a ecATUXBUNVHHUM 3CYBOM.

OpepixaHi pesynbTaTi 3acBifuyioTh, o 3minu IIIIK y nmepion
IpOo6JIeHHA [y)Ke 3a/leXXaTb Bifi 3MiH aKTMBHOCTI 000X JerimporeHas,
TOOTO fK Biff TMKOMITUYHOTrO, TaK i Bifi MITOXOHAPIalbHOTO MIIAXIB
eHeprosabesnedyeHHsA. [IpyyoMy mifg yac poO3BMTKY 3apopika B’IOHA
3MIiHIOIOTBCSI ~ YacCOBi  CITiBBiJHOILIEHHSI  iHTEHCUMBHOCTI  IIIAXiB
eHeprosabesnedyeHHs.

Kpim 1poro, sx BupgHO 3 Tabi. 2.3, BUSABIEHO 3a IT ATUXBU-
JIMHHUM 3CyBOM 3HauHy Kopenaniro Mix IIIIK i aktusrictio a-KI'IT
(-0,74**). Ha BigMiHy Bif 3B’A3KiB 3 IHIIMMM JerifporeHasamu TyT
BunepemxysanbHuMu € 3minu HIIIK mopo 3min aktuHOCTI a-KIIT.
Mix noxasuukamu IIIIK i cepoToHiHOM BUABIEHO CUIbHY IO3UTUBHY
KopernAlilo 3a 3cyBoM piBHuM 20 xB. Omxe, 36impmennsa IIITK
CYIPOBOIDKYETbCA depes AeAKNUIT Yac 3pOCTaHHAM BMICTy CEpOTOHIHY Y
3apopkiB. MabyTb, Ieil 3B’A30K BiTBOPIOE IIeBHi peryIATOpPHI
MeXaHi3MM, IO IOB’S3aHi 3 AMHAMIKOIO IIPOILeCiB, SAKi 3yMOBIIIOIOTbH
3Minu cepepnboro pisasa HIIIK.

Ha BigMiHy Bij BUAB/IEHNMX 4YacOBUMX CIIBBiJHOLIEHb MiX
TMII-ceporoninom Ta IIIIK-cepoToHiHOM, fie BuIepeKyBaJIbHUMIU €

3miay TMIT ta HIIIK mofo 3MiH BMicTy CepOTOHIHY Y 3apofikax, aHasli3
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yCiX BUABJIEHUX JOCTOBIPHUX KpPOC-KOPeNALIHUX 3B A3KiB MDK LM
MOKAa3HMKOM 3 IHIIMMM 4YacOBMMM pAfJaMM 3acBifuMB, HaBIaKM,
BUIIEPEIPKEHHA 3MiHaMM BMICTy CEPOTOHIHYy Y 3apofiKaX 3MiH
HOCTIPKyBaHMX MOKasHMKIB (Tabm. 5.3 i 5.5). 3a IATUXBUIMHHUM
3CYBOM BUABJEHO JOCTOBipHY Kopenanito (p < 0,05) Mk Takumm
yacoBuMm pspgamm: ceporoHin-pH, (0,52%), ceporonin-a-KIIT
(0,54*), ceporonin-CII' (0,50%), ceporonin-JIAI' (0,51*) Ta 3a
IeCATUXBIIVHHUM 3CYBOM MiX Iapoo cepotoHiHn-isLIAT (0,46*) (nus.
Tabn. 5.5). OTxe, 30inblIeHHS BMICTy CEPOTOHIHY B 3apOAKax TiCHO
CIIpsDKEHO 3i 301/1blIIeHHAM aKTMBHOCTI Ha3BaHMX ferifjporeHas ta pH,
Yy 3apojKiB B'IOHa Ha HOCTiJ)KyBaHOMY IHTepBali 4Yacy, IO TAaKOX,
iiMOBipHO, moOB’s3aHO 3 perymosaHHam IIIK, ockinbku 1
¢$YHKIIOHAIBHO 3a/IeXHi XapaKTepPUCTUKIL.

Ha mincraBi ofiep>kaHuX pe3y/IbTaTiB MOXHA 3pOOMTY HACTYIIH]
BUCHOBKI: OinpIicTD BUSAB/IEHUX INPUYMHHO-HACTIIKOBUX
3aJIE)KHOCTEN, MOJX/IVBO, PETYIIOETHCA 3MiHAMMU (byHKuiOHaanoro
crany 3apogkis. Lle, sokpema, kopenAnii Mi>xx sMinamu pHy i3 pisHumn
nokasHukamy, TMII i IHIIK i3 akTMBHicTIO JOCTigXKyBaHMX
merimporenas. IligTBepyKeHO TaKOXX B3aEMO3B’A3KM MDK 3MiHaMm
KOHILIeHTpaljil Ca* Yy LMTO30JIi 3 JUHAMIKOIO IIPOLIECIB €HEPIeTUYHOTO
MeTabormisMy Ta 6ioe/IeKTpMYHMMM TIpoljecamy. BusiBieHo HeBifomi
paHilme KopenAuii MDK [AMHAMIKOI KOHIEHTpaljii CepOTOHIHy 3
aktuBhictio CHI, JIOT, isOOI, o-KI'OI' Ta 3miHamMmu IMIBUOKOCTI
HOIIMHAHHA KJCHIO, 2 TAKOX 13 3MiHaMM 6i0eleKTPUYHMX IIPOLIeCiB.
OpepskaHi pesynbTaTy CBif4aTh PO MOXK/IMBICTb y4acTi cepOTOHIHY B

peryI0BaHHI Ha3BaHMX IIPOLIECIB.
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5.3. AOCAIgXKEHHSI KOAUBHUX
3MiH KAITUHHUX XapaKTepucTuk
Y paHHbomy embpiozeHesi

3apogkiB B’lIOHa

IlepemyciM oujiHIOBalM CHEKTPalAbHiI Xa-
PaKTepUCTMKM Ta aBTOKOpENOrpaMyu KOAMBHOI JuHaMiku 6io-
eJIeKTPUYHNX, eHeprosabes3ledyBaTbHUX i MeMOPaHHO-TPAHCIOPTHNUX
napaMerpiB. [I74 aHanisy 4acoBMX CHiBBiTHOLIEHb MiXX KOJIMBaHHAMU
IIOKAa3HMKIB iX 3rpymoBaHO 3a O/NM3bKICTIO BU3HAYeHMX IHepiofiB
KO/IVMBaHb, a CaMe: aHa/li3yBa/ayu 4acoBi 3anexHocTi Mk psagamu TMII,
Ca*, pH, i isLIAT. Kpim Toro, cromu > BKIr4eHO 9acoBuit psam o-KI/T,
mepiof; KOMMBAaHb aKTMBHOCTI SIKOI € MalbKe BMBiui Oimbrumit [o
TPUBAJIOCT] IIepiofy HasBaHMX IOKasHUKIiB. IIpoaHanmisoBaHO TakoX
NIOKAa3HMKM, 3MiHM AKMX MalOTb KBasinmepioguuHuil xapakrtep. lle -
CHOT, JIAT ta INIIK. OnineHO ¥ Kpoc-KOpenorpaMyu MiK 3MiHaMu
BMICTy CEpPOTOHIiHY Yy 3apOAKiB 3 yCiMa IHIIMMM [JOCH>KYyBaHUMMU
HapaMeTpaMM 3apOJIKiB B’IOHA.

Ha pumc. 5.2 i 5.3 300paxkeHO MepioforpamMm Ta aBTOKOpe-
JorpaMI  [OCHIIKyBaHMX IIOKAa3HMKIiB, 3 SAKNUX BUIANEHO TpPeH],.
JJOCTOBipHICTh OfiepKaHUX CIEKTPAIbHUX IIiKiB OILIIHEHO 3a pO3-
paxyHKaMy IHTErpajJibHUX IIe€piofgorpaM MOCHIIKyBaHUX ITOKa3HMKIB,
AKi HaBeleHO B popatky A. Ha mepiogorpamax 1e IO3Ha4eHO
cumBonamn (¥ — p < 0,05; ** — p < 0,01) aHa/MOTiYHO 3 MO3HAYEHHAMU Y

TabIUIAX.
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Puc. 5.2. XapakTepucTMKM KONMMBHOI AVHAMIiKM [OCTiI)KyBaHMX ITOKa3HUKIB
3apOfiKiB B’IOHA: CIIEKTPYM MOTY)XXHOCTI MeMOpaHHOro moreHuiany (I), KOHIeHTparii
Ca® y mnurosomi (2), pHy (3), aktuBHoOCTi isoumTpaTmerifporenasu (4) Ta
aBTOKOpeJIorpaMyt MeMOPaHHOTo IoTeHILiany (5), KoHueHTpauii Ca?* y uurosoni (6),
pHy (7), aktuBHOCTI i3ountpataerifporenasu (8). Ha crmexTpax nudpu Hap mikamu —
nepiof y XB., At = 5 xB; * - p < 0,05, ** - p<0,01

Sk BupgHO 3 puc. 5.2, puHamini TMII (1), Ca** (2), pH, (3) i
aktuBHOCTI i3LI[T (4) BMacTMBi KOMMBAHHS 3 OMM3BKUMM IepiofaMu,
OCKIiIbKM BUABJIEHO NOCTOBIpHI IIIKM Ha CIIEKTpaX IOTY>XHOCTI LMX
MIOKa3HMKIB, AKi npumnapganTtb Ha vacroru 0,15, 0,18, 0,17 Ta 0,145 i
0,27 xB™', 10 36iraerbcs 3 nmepiogamy pubMM3HO piBHMME 33, 28, 30 Ta
35 i 18 xB BignoBigHo. Ha nepiogorpami gunamiku TMII BusBieHo 3a
intepBaiom Ha 1mkam wacror Bix 0 go 0,14 xB' HagBHICTH

CIEeKTpalbHUX IIiKiB, AKi € HEJOCTOBIpHMMM Ta MAalOTb HE3Ha4HY
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HoTyXHicTb. Ileil pesynbrar Moxke OyTM 3yMoOBIeHMil edekrammu
“BUTOKY , fKi BMHUKAIOTb @pU JOCTIIKEHHI M~aHMX CKiHYeHOI
tpuBanocti (I'M. UrnarpeBa, 1972; H.A. XoBaHoBa, J.A. XoBaHOB,
2001) a60 HasABHICTIO BUIIQIKOBMX KOMIIOHEHTIB (IIYMiB), 10 3aBXXAK

Mag€ Miclje y peaJlbHuX IIpolecax.
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Puc. 5.3. XapakTepucTuMKM KONIMBHOI AMHAMIKM JOCHTi)KyBaHUX IOKAa3HUKIB
3apoAKiB B’IOHA: CIIEKTP INOTY>KHOCTI aKTMBHOCTi Oi-KeTornyraparjerifporexasu (1),
CyKLMHaTHerigporeHasy (2), maxratperifporeHasu (3) Ta IIBMAKOCTI IIOITIMHaHHA
KUCHIO (4), BMICTy CepOTOHIHy B 3apofikax (5) Ta aBTOKOpeIOrpaMy LiUX NOKa3HMKiB
(BignoBifgHO 6, 7, 8, 9, 10). Ha criektpax nudpu Haj mikamu — mepiof v xB., At = 5 xB
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[Mepiogorpamu pH, (3) Ta axtusBHocti 31T (4) Ha puc. 5.2
BiJOOpa)Xal0Th TapMOHIYHI CHEKTPM, OCKIIbKM YacTOTM BMSBIICHUX
CIIeKTPA/IIbHUX IIKiB Ha HUX 3HAXOMATbCA y MNPUOMU3HO KPaTHUX
cniBBifHOmeHHAX. Ile cBiguMTh IpO Te, IO B OCHOBI KONMMBaHb LIMX
IIOKAa3HMKIB JIe)KaTh TeHepaTopy rapMoHiyHoro tumy. CreKTpalabHUI
MaKCcUMyM Ha nepiogorpami pH, Mae [y>Xe He3Ha4yHy IOTY>XXHiCTb
(mpubmusno 0,0022 ym. op.). Tomy, IMOBipHO, [OCTOBipHICTDH
KO/IMBaHb I1IbOTO IIOKa3HMKa cCTaHOBUTb P<0,95, aBTOKOpenmorpama
YiTKO 3aCBifj4ye NepioANYHICTD IOTO 3MiH.

Makcumymn koedillieHTiB aBTOKOpesALii Ipy 3cyBax psAAy
TMII BigHOCHO cebe (pumc. 5.3; 5) HPOCTEXYIOTHCS 3a HEOLHAKOBOIO
KiJIBKICTIO 4acOBMX IHTEpBajiB, IO CBilYNTb IIPO BapiaTMBHICTbH
TPUBAJIOCTI Iepiofly LbOro IIOKa3HMKAa. AHAJIOTIYHUII XapakKTep
BUABJIEHNX KoeQillieHTiB aBTOKOpenAuii Mae Micle Ha aBTOKO-
penorpamax pHy ta aktusHoOCTi isIT/IT.

OTxe, pO3paxoBaHMII 3a aBTOKOpeJOrpaMaMy Iepiof
KOJIVBaHb IMX IIOKa3HMKIB piBHMII npubmmsno 30-35 xB misa TMII Ta
pH, i 25-35 xB mnsa aktmBHOcti 3LIJIT. Kommsanus Bmicty Ca** B
rOMOTeHaTax 3apofiKiB B’IOHA HalbinbpIn cTabinbHi 3a mepiofoM, HiX
KO/NMMBaHHA IHINX JOCKyBaHMX MOKa3HMKIB, TOMy IIO0 MaKCUMYyMMU
KoeQilieHTiB aBTOKOperALii IBifOyBarOThCs 32 OHAKOBOIO KiNTbKiCTIO
4acoBUX iHTepBaliB 3 30-XBUIMHHUM II€PiOZOM.

Ha Bigminy Big aBrokopenorpam Ca?* ta pH,, y TMII ta
akTuBHOCTI i3IIJIT KONMMBaHHA BeMMuMHM KOedillieHTiB aBTOKOpeALil
3racaloThb 3i 30i/IbIIIEHHAM YacOBOTO 3CYBY, aje Mi3Hille iXHA BemMdIHa
3HOBY 3pocrae. lle TakoX MoXe CBifuuTM IIpOo HeCTabiIbHICTh
nepiofiiB, abo > 3YMOBJIEHO HEJIIHIMHICTIO 3MiH LMX ITOKAa3HMKIB,

BiIXW/IEHHS AKMX He 3aBX/M JoOpe 306iraloTbcs Ha oci yacy.
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3a aBTOKOpeJALIMHMM Ta CHeKTpaJbHUM aHali3oM [JUHaMiKM
aktmBHOCTI a-KI'[II' BuAB/IEHO WepiOAMYHICTD KOMMBAaHb I[bOTO
IIOKa3HMKa 3 IepiofoM, AKUI MayDKe BABiYi KpaTHUIl [O KOJNMBaHb
3asHavyeHMX Bulle MokasHMkiB. Ha mepiogorpami axtuBHOCTI o-KTII'
(puc. 53 (1)) mobpe BUJHO CIleKTpanbHUII MK, KUl BifmoBigae
nepiogy 67 xB. Sk BugHO 3 puc. 5.4, NOBTOPEHHA MaKCUMaJIbHUX
3HaueHb KoedillieHTiB aBTOKOpeJIALil Ha aBTOKOpe/IorpamMi aKTMBHOCTI
a-KTII' i3 scyBom 75 XB, a TaKOX 3HAYyHA INMPMHA BU3HAYEHOTO

CIIEKTPA/IbHOTO ITiKa 3aCBi/[4yI0Th HeCTabIbHICTD 1IbOTO Mepiofy.

i
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=
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3CVE, KUTEKICTE 1HTepBATIB KBAHTYBAHH A

Puc. 5.4. Kpoc-xopenorpamu KOIMBHOI AMHAMIKM JOCIiIKYBaHMX MOKa3HUKIB
3apOJKiB B'IOHA: MeMOPaHHOTO MOTEHIia/y 3 LIUTO30/IbHOI KOHLEHTpPALli€lo Ca? (1),
pHx (2), aktuBHicTiO i3onuTparaerifporenasu (3) ta a-KerormyraparerigporeHasu (4)

HOna punamixm axtuBHocti CHI, JIAI' ta IINIIK opepsxaHo

OVICKPETHI CIIEKTPM, B AKUX CepelHsA €HEprid posIofilieHa MixX

HEeKiTbKOMa KOJMBHUMM CK/IAQJOBUMI 3 HECIiBBUMIPHMMM 4acCTOTaMM.
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Maxkcumymn Ha nepiogorpami axktuBHocTi CII' mpumagaroTh Ha
yacrotu 0,1; 0,15; 0,2; 0,3; 0,35 xB7, Iepuli /iBi 3 AKUX BifiOBIAIOThH
nepiogam 50 Ta 33 XB, a iHIII 9acTOTU € IM KpaTHMMMU. JJOCTOBipHiCTDb
LIMX CIIEKTPa/JbHUX NiKiB cTaHOBUTH P<0,95. Pasom 3 TuM NOTY>XHicTb
KOJIMBaHb 35-XBUJIMHHOTO IIEpiOfly MalbKe y TpM pasu MeHIIa 3a
HOTY>XXHICTb 50-XBUNMHHKX Ko/MMBaHb. Oflep>KaHi pesynbTaTy BUSHO Ha
aBTOKOpesiorpaMi Ijporo mokasHuka (puc. 5.3 (7)), ¢popma sKoi Mae
Cc1abKo BUpPaXEHMII KONMBHMII XapakTep, aje Ha Hiil MOXHa
HOPOCTeXXUTY  IOSABY  MAaKCMMaJbHMX  3HaueHb  KoedilieHTiB
aBTOKOpEIALII 32 OTHAKOBMM 3CYBOM, piBHUM 50 XB.

Ha mnepiogorpami aktusnocti JIAT (puc. 5.3 (3)) BusBIEHO
OOCTOBIipHI CIIEKTPa/IbHi KM Ha Y4acTOTaX, 1O BiIIOBifAIOTh IlepiofgaM
50, 33 Ta 20 xB. SKII0 OLIiHNTY CHiBBiJHOIIEHHA MOTY>KHOCTi KOJIMBaHb
BUABJICHMX MaKCUMyMiB Ha CIeKTpaX, TO BOHa BifIOBiTHO mJA
50-XBWIMHHOI KOMIIOHEHTM € OiIbLIol0 MaibKe y fBa pasu Bif
20-XBWIMHHOI Ta NpUONN3HO y IATh pasiB Bif 33-XBM/INMHHOI CIEKT-
palbHOI KOMIIOHEHTU. Lle MOXXe CBiunTH MpO Te, U0 JOMIHYIOUUMU Y
puHaMini aktuBHOcTi JIAI' € xonmuBaHHA 3 mepiogamu 50 Ta 20 XB.
HenepiogyyHuit XapakTep JUHaMiKM LbOTO IIOKa3HMKA TaKOX
3acBifuye ¢opma pospaxoBaHOI aBTOKOpernorpamm aktuHocTi JIIAT
(puc. 5.3 (8)). Sk BupnO 3 pumc. 5.3, cnextp noryxnocri IIIIK (4),
CK/TaJa€TbCsA 3 YOTUPHOX CIIEKTpa/JbHUX IIiKiB, [1Ba 3 AKUX € JOCTO-
BipHMMMU Ta BifIIOBilaloTh IepiofaM, AKi cTaHOBIATD 39 i 27 xB, i Maii-
>Ke PiBHOLIiHHI 3a IIOTY>XHICTIO.

AHaji3 criekTpa IOTY>KHOCTi Ta aBTOKOpe/IoTpaMy CepOTOHIHY
He BMABUB IEPiOfMYHOTO XapaKTepy 3MiH LIboro mokasHuka. IIpo me

CBiJYMTh 3HAayHa LIMpMHA IIiKa Ha JOro IlepioforpaMi Ta IIBUJKE
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3racaHHsA 3HauyeHb KoeQillieHTiB Kopendlil Ha aBTOKOpenorpami
-t = 20 xB (puc. 5.3 (5, 10)). L1i pe3ynbpTaTyt MOXHA IIOACHUTY TUM, L]0
aHasli3 IPOBENEHO 3a PANOM KOPOTKOI TpuBanocTi (n=28), mpoTsrom
SAKOTO Juie JBidi BigOyBaeTbcs 30i/MblIEHHS BMICTY CEepOTOHIHY 3
iHTepBaloM 4acy piBHMM 60 xB. BimoMo, 1o 1A BUABJIEHHA
JIOCTOBIpHOI NepiOANYHOCTI HEOOXIHO MAaTH PSAAM, 1O MICTATD OinbIIy
KiJIBKIiCTh MIKJIiB OTHOTO Nepiofy. LIMM MOACHIOEThCA HEOCTOBIPHICTD
pe3ynbTaTiB CHEKTPAIbHOTO aHali3y IbOro IOKa3HMKA, a TaKOoX
aktuHocTi CIIT.

Ha puc. 54 300pakeHO pe3ynbTaTH KpOC-KOPETSALiiHOTO
a”anisy Mbx kommBHMMM 3MmiHamy TMII 3 iHmMMM JoCTimKyBaHUMMK
nokasHukamu. Ha Kpoc- kopenorpamax 2 i 3 IpOCTEXYETbCA Malbke
ofHakoBa (opMa IIpsAMOI Ta 3BOPOTHOI KPOC-KOpesALiiiHOI (yHKIi.
binpm geranbHMIl aHamis UMX KOpeNorpaM 3acBildye, 10 MOCIiMOBHI
3cyBu psapy TMII Ha meBHY KiZbKicTb 4acoBUX iHTepBasiB BiTHOCHO
paniB pHy ta islI/II" BUABIAITh MaKCUMabHi 3Ha4eHHS KoedillieHTiB
KpOC-KOpeJIsALii, sKi 3’ABIAIOTbCA MaiDKe HEepiofudYHO 3 IIepiofoM,
piBHuM 30-35 xB. BopgHowac i mepmoi mapy IOKasHUKIB (2)
3HaYEeHHS MaKCUMyMiB KoedillieHTiB Kpoc-KopernAnil mocToBipHi Ta
MalKe CTali 3a BEAUYMHOI IIPOTATOM YCbOTO HOCTIKYBaHOTO
nepiofy, o He BractuBoO A Apyroi mapu (3). ITocrymose 3racanHA
KONMMBaHb Koe(il[ieHTiB Kpoc-KopesnAlii Ha KopenorpaMi y npsamMomy
HalpsIMKYy O3HAa4Ya€e HENOBHMIT 30ir eKCIepyMeHTaJIbHUX JaHUX
FOCiIKyBaHNX TTIOKa3HUKIB.

Ile mo>xe Oyt 3yMOBJIeHe HEJiHIHICTIO 3MiH IIOKa3HUKIB Ta
HeCTabiIbHICTIO IXHIX MepiofiB, AK 3acBiTYMIN aBTOKOPEJIALIHMII Ta

criexTpanbHuil aHanisu. Lli gaHi cBif4aTh Mpo CTIiKUI B3a€EMO3B 30K
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MDK NepiogMYHUMM CKIAJOBMMM IIOKa3HUKIB 3 mepiomom 30-35 xB,
Akuil € pocutb crabimpaum Mk TMII ta pH, Ha ycpomy pocnmin-
’KYBaHOMY IPOMDKKY d4acy, Ta moMipHuM MixX TMII Ta akTuBHicTIO
isITAT.

Xouya IIpM CIEKTPaJbHOMY aHaji3i BMsABIEHO OM3BKICTh
nepiogis TMII rta Ca®, Ha ixHilt Kpoc-kopermorpami (1) cmocre-
piraerbcs cmabKuil 3B’5130K 3a MEPiOAVYHUMM CKIaZOBUMMU, a JOCTO-
BipHi KOpesAlil BUHNMKAIOTb /MIIe NPYU Bif EMHNX 3HAUYEHHAX 3CYBY.
Tobto y OMHaMili KX ITOKaSHMUKIB BUABJIEHO JIOCTOBIPHMIA 3B’430K 3
npu6msHo 30-XBWIVMHHUM NepiofioM, AKMIT IPOCTEXYETbCA He Ha
BCbOMY iHTepBaJli JOCiIPKEHHA.

Te, w0 3a HOFATHUM 3CYBOM BUSABJIEHO C/TAabKy HeJOCTOBipHY
KOPeJAIio, CBIIYUTh MPO HEMOBHMIT 36ir MaKCUMYMiB Ta MiHiIMyMiB
3Ha4YeHb IOKA3HMKIB Ha OCi 4acy, 110 3YMOBJIEHO HEMiHiJHICTIO IXHbOI
IVHAMIKM.

bes wacoBux 3MmillleHb BUABJIEHO [OCTOBipHE 3HA4YeHHA
Koeoinienta kpoc-kopesnii 0,32* mixxk TMII ta aktusHictio a-KI'IT.
Ixus Kpoc-kopenorpama (4) XapaKTepUSYETbCS HEPIBHOMIPHUM
KBasillepioAMYHMM XapaKTepOM 3 HU3BKUMM MaKcuMyMamu Koedi-
L[i€HTIB KpOC-KOpesALii, 10 CBiYUTb HpPO CIabKuit HecTabiIbHUI
3B’30K MDK HuMMM 3 TepiogoM y Mexax 70-80 xB. Pesynbraru
HiATBEP KEHI JaHMMY aHaJli3y IXHiX aBTOKOpE/IOrpaM Ta Iepioforpam.

AHajloriyHmnii XapakTep B3a€EMO3B’S3KiB MDK IepiogMIHMMU
CKIaIOBVMI CIIOCTEpiraeTbcsa Ha puc. 5.5 y kopenorpamax 1, 2, 4.
Ockinbky 6e3 YacoBMX 3CYBIiB BMIB/IEHO HETaTHMBHY JOCTOBipHY
kopemsnito Mbk pH,-Ca** ta pH,-islJ[I[, ue cBigumuth mpo Te, I[O

KO/MBAHHA IUX IOKasHUKIB BigOyBawoTbhcsa y mportudasi Ta mpejo



228

3MileHi 3a ¢asor. Ha xopenorpami 4 BUHO, 1110 MAaKCUMYM IPUIIAJIA€

Ha 3CYyB -1, m10 He Tak IOMITHO Ha Kopenorpami 1. Ha niit kopenorpami

He TIPOCTEeXYETbCS MORIOHICTD 3a BEIMYMHOI CYCifHIX 3HaYeHb

Koe(illieHTiB Kpoc-Kopessnil 6/1M3bKO MaKCUMyMy Ha HY/IBOBOMY

3cyBi. Te >k caMe MPOCTEXYETHCA HAa KpOC-KopenorpaMmi 2, 3acBifuyodun

Te, 10 AVHaMmika Konusas i3 IIIT-Ca* BinbyBaerncs y ¢asi 3 gesskum

3MillleHHSM, MEHIIIe 5 XB.

[}

KoediflieHT Kopemamil

Puc. 5.5.
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3CYB, KTBKICTD IHTEpBATIE KBAHTYBAHHA

Kpoc-kopenorpamu KommBHOI AMHAMIKM TOCTiIKYBaHMX MTOKA3HUKIB

sapogkis B'oHa: pHy (I), aktmBHOCTI i3oumrpargerifporeHasu (2) Ta O-KeTo-

IJIyTapaT/AeriiporeHasy 3 LMTO30/IbHOK KOHLIEHTPAIli€0 Ca* (3); pHy i3 akTuBHiCTIO

isonurparaerigporenasu (4) Ta O-KeTOITyTapaTherizporeHasy (5) Ta aKTMBHOCTI

isoLuTpaTAerifporeHasy 3 aKTMBHICTIO O-KeTO-T/IyTapar/erifporeHasu (6)
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Orxe, MK HasBaHMMM IIapaMM YacOBUX PsAZAiB BUABIEHO
3B’SI30K 3a MEPIOAMYHUMM CKIAJOBUMM 3 CepefHiM 30-XBUIVMHHUM
nepiofoM, sIKMi € HaitbiIbII CTIMKMM Ta cTabimbHUM MK 3MiHamy pHy
Ta Ca’".

IIporo He MOKHaA CKa3aTU PO B3a€MO3B A3KYM MK KOMMBaHHAMMI
TaKMX Iap 4acoBUX psfiB, Ak a-KIAI'-Ca*, pH,—a-KI'T ta islIAT-a-
KI'AI, ockinbku Ha IXHiX Kpoc-KOpe/lorpaMax 3a pisHOYacoBUMU
3cyBaMM B 000X HampsMax BUABJICHO HEJOCTOBIpHI 3Ha4eHHA Koe-
¢inienTiB kopenauii (puc. 5.5). Jyxe crmabko BUpa>keHMIT KOTVBHMI
edekT crmocrepiraeTbcs Ha Kopenorpami 5 Mix pH, i aktuBHicTiO
a-KI'IT. OpepskaHi pesynbTaT aHali3y MDK JUHaMIKOIO aKTMBHOCTI
a-KI'IT' 3 iHImmMMy 1OKa3HMKaMy 3yMOBJIEHI HecTabiIbHICTIO Hepiomy
KO/IVBaHb JIOC/I/KYBAaHOTO IIapaMeTpa, SKUII € NIpuOIM3HO BJBiui
Oinbmmit Bif mepiofy KoMuMBaHb LUX 3HA4YeHb, K Ije BCTAHOBJIEHO 3
BMKOPMCTaHHAM CIIEKTPA/IBHOTO Ta aBTOKOPE/ALIIIHOTO aHali3iB.

Ha xopenorpami 1 puc. 5.6 BUJHO KBa3inepioAMYHICTh NOABU
MaKCUMaJIbHMX JOCTOBIpHUX KoedillieHTiB Kpoc-KoperAwii, ki Maibke
piBHI 32 Be/IMYMHOIO IIPY 3CyBax y 000X HampsiMax Ha iHTepBaii Bif 0
mo 60 xB. lle cBigumTh Ipo CMabkWiL, ajme piBHOMIPHUIT 3B A30K
KBa3illepioAMYHOro XapakTepy MiX KonuBaHHAMM akTMBHOCTI JIOT i
COI' 3 mepiomoM mnpubmMsHo y Mexax 45-55 XB. AHamOTiqHMIL
XapakTep B3aeMO3B’s13KiB BusaBmeHo MK komuBaHHsamu IIIIK i3
aktusHictio CIAI' (2) Ta JIAT (3). Xouya Ha UMX Kopenorpamax He
criocrepiraerbcs crabinmpHOCTI BennumHM KoedillieHTiB Kopersuii,
BUAB/IEHUX 32 Pi3HOYACOBMMM 3CYBaMU: BOHM 3HIDKYIOTbCH, Maiike

IIPONAJA0Th, 3HOBY 3 ABJIAIOTHCA.
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Otxe, MDK AMHaMIKOIO OCTI/[)KyBaHMX NOKAa3HUKIB BYUABIEHO
cmabkmit KBasinepioguuHmil 3B’ A30K 3 IepioffoM y Mexkax Bix 40 mo 60
XB, AKMUI MOXXHA IIOACHUTYM KBa3ilepioguyHuM peXMMOM IXHIiX
KOJIBaHb 3 IeKiTbKOMa He3a/IKHUMMI YacTOTaMH, K I1e BCTAHOBJIEHO

PpaHile, Ipy CIEKTPaJbHOMY aHaIi3i AMHAMIKYM IUX ITOKA3HUKIB.
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3CYE, KINMEKICTE IHTepEaNliE KEaHTYBAHHA

Puc. 5.6. Kpoc-xopenorpamn KONMBHOI AMHAMIKM JOCTIKYBaHMX MTOKA3HUKIB
3apofiKiB B’IOHA: AKTMBHOCTI JIAKTAaTHETifpOreHasy 3 aKTUBHICTIO CYKI[MHAT-
meripporeHasu (1), o.-KeTorIyTapaTAerifporenasu (5); WBUAKOCTI MOITIMHAHHS KUCHIO
3 aKTMBHICTIO cykumHatgerigporenasum (2), makrarferifporeHasu (3), a-
KeTOITyTapaTAerifporeHasu (6) Ta akTMBHOCTI CyKIIMHATAEriAPOTeHa3) 3 aKTUBHICTIO
OL-KeTOoIyTapaTaerinporenasu (4)

Sk BupHO 3 Kpoc-Kopenorpam 4 ta 6 (puc. 5.6), M>k KOMMBHOIO

punamikoro papis CAI'-o-KI'AI T1a IIIK-a-KI'ODI xopenanii He
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BCTQHOBJICHO: 3HA4YeHHHA KoeQillieHTiB Kopenauil € HM3BKUMM Ta
HepocToBipHUMH. JInmte mix JIAI-a-KI'[II' BuABNEeHO cuIbHY Kope-
AL NepiOANYHOrO0 XapakTepy 3 Mpu6aM3HO 70-XBUIMHHMM Iepio-
moM mpu 3cyBax Bif 0 mo 50 xB papy JIAT BigHOCHO papy a-KIIT y
NpAMOMY HampsAMKy. VIMOBipHO, MiX KOMMBHMMHU 3MiHAMM IMX
IIOKAa3HMKIB 3B’30K He Ha BCbOMY HOCIIPKYBaHOMY iHTepBasi dacy.
Ajte 11e71 3B’130K MO>X/IMBUIL, OCKIIbKM CIIEKTpaJIbHUII aHAJI3 3aCBiIYNB
HasABHICTD y AnHaMmini aktusHOCTI JIIT' cknafoBoi 3 nepiogom 33 xB, a B
myuHamini aktuBHOCTI a-KI'II' - 3 mepiogom 67 xB, 10 € Y ABa pasu

KPaTHUI IIePIIOMY.
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3CYE, KUTBKICTD IHTEpEAIE KEAaHTYBaHH T

Puc. 5.7. Kpoc-kopenorpamy KOIMBHOI OMHAMIiKM IOCTiIPKYBaHMX IIOKa3HMKIB
3apofkiB BIoHa: MeM6panHoro moTeHmiany (I), pHy (3) Ta axTMBHOCTI
isouyurparaerifporenasu (4) 3 aKTUBHICTIO CYKUMHAT[ETipOreHasy; aKTUBHOCTI
CYKLMVHATAETifporeHasn 3 KoHueHTpanieio Ca?* y nqurosoni (2)

KBasinepioguynuit xapakrep pAuHaMiku axTuBHOCTI CHT
3yMOBJIIOE Jiy>Ke CTabKuii 3B’A30K 3 IepiofoM y Mexxax 30-40 xB i3

konmBanusmu TMIIL, pH,, Ca** ta aktusHictio i3lI/IT, siK 1je BUpHO Ha

puc. 5.5 ta 5.7 3 po3paxOBaHMX KpPOC-KOpe/IOrpaM MiX Ha3BaHUMU
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nokasHukamu ta aktupHicTio CII. O4eBupaHO, 1Ii pe3ynbTaTy 3yMOB-
JIeH1 HasABHICTIO y JMHaMilli IbOTrO ITOKAa3HMKa I1ie iHIoI, 50-XBUIMHHOI
KONIMBHOI CK/Ia/l0BOI Ta HE3HAYHOIO IOTYXKHICTIO KONMMBaHb 33 XB, fAK
BUJIHO 3 po3paxoBaHoi nepiogorpammu aktrsHOCTi C[II" Ha puc. 5.1 (2).

[Tomi6Hmit xapakTep MaloTb BUABJAEHI KPOC-KOpeALiiiHi
3B’3KM 3a Kpoc-Kopenorpamamu 1-4 Ha puc. 5.8.

Pesynbraty ysromKymorbcd 3 JaHUMM aBTOKOPEALINHOIO Ta
CIIEKTPA/IbHOTO aHa/Ii3iB IIMX OKA3HMUKIB i CBiff4aTh PO Jy>Ke CrIabKmit
3B’5130K MajDKe IepiOAMYHOTO XapaKTepy MK AMHAMIKOK aKTMBHOCTI
JIAT i3 TMII, Ca** rta pH, mpoTsArom ycporo [OCIiKYBaHOTO
inTepBany 4acy 3 mepiofom y mexax 30-35 XB. A OCKi/JIbKM Ha Kpoc-
kopenorpami  papis  JIOT-is[JII' BuABneHO mepiOANYHY IOABY
JOCTOBIpPHMX 3HaYeHb KoedillieHTIB KopesAljil nuine Ipy JORATHUX
3cyBax Bif 35 mo 100 XB, MOXHA 3pOOUTU IPUIYIIEHHA PO CTiNKuUIA
3B’A30K MDK AMHaMIKOIO IMX NTOKa3sHUKIB 3 mepiogom 35-40 xB e y

IIeBHi MOMEHTH Yacy.
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3CYE, KUMBKICTE HTEpEAIE KEAHTYEAHHA

Puc. 5.8. Kpoc-kopemorpamMu KONMBHOI AMHAMIKM JOCTIPKyBaHMX TTOKa3HMKIB
3apoikiB BIoHa: MeMOpanHoro moreHiiany (I), pHy (3) Ta aktuBHOCTI
isoumrpatmerigporenasn (4) i3 axKTMBHICTIO JaKTAaTAerigporeHasy Ta AKTUBHOCTI
JIAKTaT/eTigporeHasy 3 KoHLeHTparnieo Ca®* y unrosoni (2)
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Heaxmit 36ir Mo/MOXeHb MaKCMMYMiB Ta MiHiMyMmiB Mix TMII
ta IIITK (puc. 5.9 (1)) cnocrepiraerbcsi He Ha BCbOMY 135-XBUIMHHOMY
iHTepBami 4acy, sAK Ile II0KasylTb BMABAEHI KopenAwii 3a
pisHOYacoBuMMM 3CyBaMH. 3HaueHHA Koe(illieHTiB Kpoc-KopemnAamii
HENpOMOpILifiHe 3a BeIMYMHOI IPM OJHAKOBUX 3CyBaX Y pisHUX
Hanpsamax. Lle cBiguuTh mpo HecTabinbHMIT 3B’ 130K MiXK KOMUBAaHHAMMU
MOKa3HMKIiB, KU € CTiiKkuM JIMIIe Ha IIeBHUX [TiIsSHKax

TOCTiI)XyBaHOTO iHTepBay 3 IepiofloM y fianasoHi 30-40 xB.
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5CYE, KIMBKICTE IHTepBATIE KBaH TYBAHHA

Puc. 5.9. Kpoc-xopenorpamy KonmBHOI AVHAMIKM JOCTPKyBaHNX NMOKA3HUKIiB
3apOjKiB B’'I0Ha: MeMOpPaHHOTO IOTEeHL{ialny 3 WIBMUAKICTIO MOIMMHAHHA KUcHIO (1) Ta
IIBUAKOCTI NOIIMHAHHA KUCHIO 3 KoHUeHTpauiero Ca** y nmrosom (2), pHy (3),
aKTUBHICTIO i3onuTpaTaerigporeHasu (4)

Taka cama TeHJeHLis NPOCTEXYETbCA HAa Kpoc-Kopesorpami 4,
xoy4a 3B’a3ky M IIIIK ta aktuBuicTio isIIT € memjo cmabmummu. s
pspiB IITIK Tta Ca® BUsBIEHO NOCTOBIPHY CUIBHY KODEJSLiI0 3
cTifikuM 30-XBUIMHHMM II€PioJIOM /IMILIEe Ha IIEBHUX iHTepBajax 4acy, a
nepiopnyi 38’a3ku Mix IIITK ta pH,, 6ib11 cTabinbHi 3a BeTMYNHOI0,

IPOCTEXYIOTbCS Ha 3BOPOTHINl KpOc-Kopeysiniiuiin ¢ynkuii 3. LIi
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Pe3yIbTaTy MOXXYTb OyTM 3yMOBJIEHi HasBHICTIO iHIIMX IepiOAMYHMUX
cxmagoBux y pamuamini IITIK, 3miHolo ¢asoBux BifHOIIEHb MiX
KONMBAHHAMM ITOKA3HMKIB Ha IIOYaTKy Ta B KiHI CIOCTepeXXEeHHA.
BoHM ysromxymorbcs 3 pesylnbTaTaMM IIONEPENHBO IPOBEIEHOTO

aHai3y mepiojjorpaM Ta aBTOKOPEI0TpaM IOKa3HUKIB.
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3CVE, KUTEKICTE {HTEpEANE KEAHTYBAHH A

Puc. 5.10. Kpoc-kopenorpamMy KOIMBHOI AMHAMIKY JOCTIIKyBaHNX MOKA3HNUKIB
3apofKiB B’IOHa: MeMOpaHHOTO moreHuiany (1), UMTO301bHOI KoHIeHTpanil Ca** (2),
pHu (3), isountparperifporenasu (4), o-keTorayraparaerifporeHasu (5) CyKIHaTxe-
rigporenasu (6), makratjerigporeHasm (7) Ta IIBUAKOCTI MOIIMHaHHS KucHio (8) 3
KOHI|EHTPALIi€l0 CEPOTOHIHY
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PesynpraTut KpOC-KOpPENALIHOIO aHamisy BCiX JOCTIIKYBaHMX
MIOKAa3HMKIB i3 [AMHAMIKOI0O BMICTy CepOTOHiHy B 3apofKkax B’IOHa
300pakxeHo Ha puc. 5.10. OcKilbKM He BCTAHOBJIEHO HePiOAVYHOCTI
3MiH IbOro IIOKa3HMKa, TO 1 3a pisHOYACOBUMMM 3CyBaMM B 060x
HanpsiMax He BUABJIEHO [OCTOBIpHMX 3HaueHb KoedillieHTiB Kpoc-
KOpesAnil Mi>XX KOIMBHOIO IVHAaMIKOK TaKMX Iap IokasHuKiB: TMII-
ceporonin (1), pH,—ceporonin (3), a-KI'OT'-ceporonin (5), COI-
CepOTOHiH (6).

JlocTOBipHY HeraTMBHY KOpesAlilo 6e3 YacoBUX 3MillleHb
crocrepiraeMo Ha Kpoc-Kopenorpami 2, MK psgamu Ca** i cepoto-
uinom (-0,36%).

3MeHIIEeHHA KOHIIEHTpallii CepOTOHIHY CYIPOBOIKYETbCSA
3POCTaHHAM KOHI[eHTpalil iioHi3oBaHoro Ca®* y uto30/i. AHaIOridHy
KOpeJIALiIo BUABIEHO HaMU Y IIOTIEPEAHbOMY aHali3i MiX IepexifiHuMu
3MiHaMM TTOKasHUKiB. Topi X 6y/10 BCTAHOB/IEHO MTPUYMHHO-HACTIIIKOBI
3B’A3ku Mk aktuBHicTio i3-IJJIT, JIII' Ta BMicTOM cepoTOHiHYy B
3apOJIKaX, fAK Lie BUABJIEHO J1 Y LIbOMY aHaIi3i.

3a Big'eMHMM 40-XBUIVHHNUM 3HAa4e€HHAM 3CYBY CIOCTEpiraioTb
CWIbHY TO3UTUBHY KopemAnio (0,71**) wmix pagamn  is-IIOT-
CEPOTOHIH Ta 3a 25-XBUIMHHUM 3CyBoM — Mix JI[JT-ceporonin (0,48*),
[0 BUJHO Ha KPOC-KOpelorpaMax IMX NoKasHukis 4 ta 7. Te, mo B
LIIbOMY pa3i 3MiHM aKTMBHOCTI J[erijporeHas BUIIEPE KAIOTb 3MiHU
BMICTy CepOTOHiHy B 3apofiKaX, aje CHOpPAMOBAHICTb 3B’A3KiB He
3MIHIOETbCA, MOXX€ CBIUMTM MPO UMKIIYHMI XapaKTep 4YacoBOI
3a/IEXKHOCTI.

Taky mepiogMyHy 3aneXHiCTb TaKOX CIIOCTEPiraloTb Ha Kpoc-

kopenorpami 8 mbx IHIIK i cepoToHiHoM. Y 1uboMy BuIagKy
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JIOCTOBIpHY HEraTUBHY KOpeJAlil0 BUABIEHO 0Oe3 4acoBMX 3MillleHb
(0,54*) ta mpm 50-xBuwmmHHOMY 3CyBi papgy IIIIK y sBoporHOMY
HaIpsAMKY BiTHOCHO pARy cepoToHiHy. Opmep>kaHi pe3y/nbTaTy e pas
3aCBifYyIOTh MOXK/IMBICTh HasABHOCTI YaCOBMX NPMYMHHO-HACTiIKOBUX
3a/e)KHOCTell MK 3MiHamMu cepoToHiHy 3 pamHamikono IHIIK,
aktuBHOCTI i3-IIAT" Ta JIAI, npuumHy AKMX Clif IIYKaTH y CHiTbHUX
MexaHi3Max, IO HailliMOBipHille BiZOYBalOTbCA Ha MOJIEKY/ISIPHOMY
piBHi.

JJomaTKOBO HaMM TIPOBEIEHO  CIIBCTaBJI€HHA  YacOBMX
CHIBBiTHOIIEHb MDK [JMHaMiKOI0 6i0eeKTprYHMX (3a KOMMBaHHAMMU
TMII) ta metaboniunux (3a konuanusamu LIITK) mporeciB Ha pisHMx
iHTepBasax [OCT/PKEHHA, fKe [alo 3MOIy IpOaHali3yBaTu 3MiHU
XapaKTepy B3a€MO3BS3KiB y 4aci MDK HUMM 32 HOPMaJbHUX YMOB
PO3BUTKY B Iiepiof ApOOIeHH .

Ha xpoc-xopenorpamax guxamiky TMII i3 HIIIK, gk BupHO 3
puc. 5.11, 3a inrepBamamm dwacy 60-385 xB (1) ta 90-385 xB (2)
OYEBUHUM € KBasilepioguyHuil XapakTep IOABM KpPOC-KOpenALil,
AKUI OiIbIl BMpakeHMiT y mepuioMy npukiapi. lle cBigumte mpo
HecTabiIbHMIT 3B’130K MDXK ITOKa3HMKaMM, 3yMOB/IEHMIT KBasinepiogny-
HuM xapakrepoMm pamHamikm IIIIK, ockinbkmu B Hill BUABIEHO 3a
JOIOMOIOI0 CIIEKTPA/AbHOIO aHaji3y JBi JOCTOBIpHI IepiogMYHi CKa-
moBi 27 Ta 39 xB.

AHaji3 Kpoc-KopeALil MiXK IMMY TOKa3sHUKAaMI Ha iHTepBaIi
Big 120 po 385 xB 3acBifgums, IO IpuU 3CyBi 3HaueHb paAgy TMII
BigHOCHO paxy IIIIK y 060x HampsAMax MpOCTeXYOTbCA KOpesALiliHi
3B’513KM 3 IlepiofioM y Mexax 30-40 xB. Asie JOCTOBIpHUII TepiOAYHMIT

3B’A30K BUABIEHO He Ha BCbOMY iHTepBa}Ii ,ILOC}Ii]I)KeHHH, 10 MOXKeE
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CBIIYUTYU IPO [eAKY CMHXPOHHICTb MDK KOJNMBAaHHAMMU IUX ITOKa3-
HIUKIB.

Taka cama TeHJeHIs BiffOYBa€Tbcs y KpocC-Kopenorpamax
IIOKA3HMKIB, JVMHAMIKy fAKUX CIIBCTaBIANM Ha iHTepBani Bifg 150 pmo
385 xB.

OpHak y 1npoMy pasi € mimmmit 36ir MakCUMaIbHMX Ta
MiHiMaJIbHMX 3HAaY€Hb IIOKAa3HMKIB 3a 4YacoM, IpO IO CBifYUTH
BeJIMYMHA BMABIECHNX HOCTOBIPHMX MaKCMMyMiB KoediljieHTiB Kpoc-
KOpeNALI Ta peryaspHiCTb iXHbOIO BUAB/IEHHA 3a 4aCOM Ha JOBIIMX
HDXK y IIOIIepeIHbOMY aHajli3l MPOMIXKKaX Yacy.

bes d4acoBux 3milleHb Ha BCiX KpOC-KOpenorpamax
BCTAaHOBJIEHO HETAaTMBHY [OCTOBipHY Kopendniio. Ile osHavae, 1o
KONMVMBAaHHA IIOKa3sHMKIB BinmOyBatoTbca y mporudasi, 3aciguyroun
HEeBHY CTiliKicTb (pa30BMX BifHOIIEHb MK HUMM 32 HOPMAJIbHUX YMOB
pO3BUTKY. X04a, IMOBIpHO, MOX/IMBUII JiesiKuil 3cyB ¢a3 MK HUMU,
OCKIIbKM Ha BCiX KpOC-KOpenorpamax IIPOCTEXYETbCA HEOIHAKOBE
3HIDKEHHA 3HaueHb Koe(illieHTiB KopenAmil mpy mepmomy 3cyBi B
060X HalpsMKax.

Orxe, oliHeHHA YacoBMX cHiBBifiHOmeHb y guHamini TMII ta
IITIK y nepiop apo6neHHs 3acBimumio, WO y IIPoLeci pO3BUTKY
3apOfIKiB B’I0OHA 3MIHIOETbCS XapakTep IMOAIOHOCTI IXHBOI KONMMBHOI
OVHAMiKV, 30KpeMa, Bifl KBasillepiOJMYHOrO, 110 CIOCTEPIracTbCsa Ha
[IOYAaTKOBMX HOAiNax apobmenHs Bifg 60 o 120 xB i micisa 120 xB - 70
OinpIn cTabiIbHOTO, MaibKe CUHXPOHHOro, 3 NpubmmsHo 35-40 xB
I1epiofioM, AKMI MOXK/IMBUIL He HA BCbOMY JOCIIZPKYBAaHOMY iHTepBali

Jacy.
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3CYE, KANBKLCTE HTEpBATIE KBAHTYBAHHA

Puc. 5.11. Kpoc-kopenorpamy KOIMBHOI AUHAMIKM MeMOpPaHHOTO IOTEHIiaTy
Ta MIBUJKOCTI IMOITIMHAHHA KMCHIO Ha Pi3HUX iHTepBaiaX MOCiIPKEHHA IPU PO3BUTKY
3apofiKiB B’1oHa: 1 — 60-385 xB; 2 — 90-385 xB; 3 — 120-385 xB; 4 — 150-385 xB

Amnajti3 mapamMeTpiB KOJMMBHOI JMHAMiKM KITiTMHHMX IIPOLECIB Y
paHHbOMY eMOpioreHesi B’IoOHa [aB 3MOIy BCTAQHOBUTHU II€PIOANYHY
nopibuicts Bigxwiens y gunHamini TMII, Ca®, pH, Ta aktuBHOCTI i3-
LIAT mpotsarom mepiony apo6neHHsA. PasoMm 3 TMM Kpoc-Kopenorpammu
MOCIIIPKYBaHUX ITOKa3HMKIB 3aCBiIYYIOTh B3AEMHY CIIPSXKEHICTD IXHbOI
PUTMIKM, IO XapaKTepMU3YETbCA 3B’SA3KOM Pi3HOTO cTymeHA. Mix
sminamu akrusnocti JIIT, COT i IIIIK i3 gunamikoro TMII, Ca*', pH,
Ta akTuBHicTIO 131]]II" BUsABIEHO my>Xe MabilbHi Ta HECTINKi 3B’A3KM 3a
NepIOAMYHUMIY CKIAJOBMMY, O 3yMOBJIEHO KBA3ilepioANMYHNM XapaK-
TepOM 3MiH HOCIiKyBaHMX MeTabomiuHux nokasHukis (JI.f1. IBamikiB

Ta iH., 2001).
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5.4. 3miHu meTaboAIYHUX
i 6ioeAeKTpUYHUX NOKa3HUKIB 3a
HOPMaAbLHUX Ta eKCTPeMaAbHUX

YMOB pO3BUTKY 3apOgKiB B'IOHa

BusnadeHi  XapaKTepUCTMKM  [MHAMIKK
0ioe/eKTpMYHMX Ta MeTabOIYHMX HpOIleCiB y 3apoikiB B'IoHa Hpu
temneparypax 16 °C ta 21 °C (HopM. yM.) mofaHo Ha puc. 5.12 i 5.13.
JJOCTOBIpHICTb  Oflep>)KaHMX Pe3y/IbTaTiB CHEKTPalTbHOTO aHaji3y
OLIiHEHO 32 PO3PaXyHKaMy iHTErpalbHUX I1epPioforpaM JOCIiKYBaHUX
IIOKA3HMKIB, #AKi HaBefleHO y pojarky b. Ha mnepiomorpamax ne
MIO3HauYeHO cuMBoaMu * — p < 0,05; ** — p < 0,01.

Ha pisHux wacoBux iHTepBanmax mocmimkyBaHoro mepiomy (y
miamasoHax 60-180 xB Ta 180-360 xB) y konuBHii guHamini TMII
BUABJIEHO IlepeBary pisHMX IepioguMYHMX CKIafoBux. J[locrosipHi
MaKCUMa/bHi TiKM CIEKTpaJbHOI TIOTY>XHOCTi KOJMBaHb LbOTO
MIOKa3HMKa MPUMAZIal0Th Ha YaCTOTH, 1[0 BifiMOBifaioTh Nepiogam 59 ta
37 xB mpu Temmepatypi 16 °Ci 36 Ta 33 xB ipu 21 °C (puc. 5.12 (4, 5)).

bnusbki sHayeHHA BU3HaueHUX NepiofiiB KonuBaHbp TMII npu
temneparypi 21 °C Ta aHami3 WMpUHM IMiKiB CBig4yaThb Ipo Te, IO
KOJIMBAaHHAM LIbOTO IIOKa3HMKA XapaKTepHAa BapiaTMBHICTb Iepiony
IPOTATOM YCbOro 4acy pocimimkeHHsA. IIpm 16 °C konmBaHHA 6ibIn
CTabi/IbHi /MIIle IPOTATOM JPYTroro iHTepBalTy HOCTIIKeHHA Ta CYTTEBO
3MiHIOIOTbcsL Ha movarky (mo 180 xB). Ili pesympratu 3acBimuye

aBTOKOpeALiiHuMII aHani3 (puc. 5.12 (1, 2) ta 5.13 (1, 2)).
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Amnarnoriyamii xapaktep Mmae guHamika HIIIK 3a Tux cammx
ymoB. Ha cHmekTpax NOTY)KHOCTI ILbOTO IIOKa3HMKa J[OCTOBipHi
MaKCUMYMM BiJIIOBifjaloTh IlepiogaM 46 Ta 35 XB BiJIIOBIZHO [0

3a3HaveHMX Temueparyp (puc. 5.12 (6) Ta 5.13 (6)).
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Puc. 5.12. ABrokopenorpamyu MeMOpaHHOro morteHuiary Em (I, 2) Ta
mBuaKocti nornmuHanHa KucHwo (IIIIK) (3), nepiogorpamu Em (4, 5) ta HIIIK (6),
KPOC-KOpeorpaMa 1ux MOKasHUKIB (7) 4/ist 3apOAKiB B'IOHA IIPOTATOM APOGIEHHS IPU
16°C

Ipumirka. Ha kopemorpamax Rxx, Ryy, Rxy — 3HaueHHs KoedilieHTa aBTO- Ta Kpoc-
KOpeJIALil, N — 4acoBuMit 3CyB (KiIbKICTh XBIWINHHYX iHTEepBa/liB KBaHTYBaHH:); HAa IepiofjorpamMax
S — BelMYMHA CIEKTPAJbHOI NMOTY>KHOCTI KONMMBaHb, B yM. Of., f — yacTora (4acTka mepiofy Ha
iHTepBa/ KBaHTYBaHHS, XB-1), IMbpy Hay| miKaMu — nepiof, y XB

Kommanuam IITK Takox XxapakTepHa 3HaYHa HecTaOi/IbHICTD
ixHix BusHadeHux nepiogis. IIpo nme cBifgyaTh MMpPOKa OCHOBA IIiKiB
KO/IMBAaHb HAa PO3PAXOBaHMX CIEKTPaX Ta IIBUJIKE 3TACAHHA OCLIVIALLN

BeJIMYMHY KoedillieHTa KopesaLii Ha aBTOKOpenorpamax (puc. 5.12 (3)
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ta 5.13 (3)). Yac xopenanii t=70 XB 1A JUHAMIKVM ITOKa3HUKIB IpK

temnepatypi 16 °C i tv=56 x8 nipu 21 °C.
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Puc. 5.13. Ti » XxapakTepucTuKM AMHAMIKM JOCTIPKyBaHNX MoKasHyKiB mpn 21 °C.

IIpumirka. [TosHayeHHs — Ak Ha puc. 5.12.

HecTabinbHicTh mHepiofiiB KOMMBaHb MOCTIIKYBaHUX ITOKas3-
HUKIB IIpM LMX TEMIIEpaTypax ITO3HAYAE€ThCA Ha XapaKTepi BUABIEHMX
iXHIX KpOC-KOpe/lALiffHMX 3B’A3KIB 3a pPi3HOYACOBUMM 3CyBaMMU
(puc. 5.12 (7) ta 5.13 (7)). ITosiBa MakcuMyMiB KopesALii OB’ A3aHa 3
KBa3ilepioANYHICTIO Ta HEOJHAKOBOK CUIOK 3B’A3KiB IPOTArOM
JOCTiPKyBAaHOTO iHTepBaly 4Yacy, IO, JIMOBIpHO, 3YMOBJIEHUI AK
HEJTiHITHMM XapaKTepoM 3MiH IMX IIOKa3HUKIB, TaK i HaABHICTIO PiSHUX
NepIOANYHNUX CKIAZOBUX, IIPO 1O CBifYaTh IIE€BHi pe3y/NbTaTy CIEKT-

ParbHOIO aHaisy JUHAMIKIL.
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Amnanis 3min nokasaukis TMII i HIIIK 3a pisHux Temmepatyp
[iaB 3MOTY BUABUTY IIEBHY Pi3HMIIIO B Yaci MOABU KPOC-KOPEIALIA MK
KOJIMBHMMU CKIafoBuMiu. Skujo npu temueparypi 21 °C (puc. 5.13 (7))
IOCTOBipHI KOpe/IALiiHi 3B’ A3KM 3 AB/IAIOTbCA MayKe IePiogYHO IIpK
Pi3HMX YacOBUX 3CyBax psAiB y 000X HaNpsIMKax, TO IIPU TeMIeparypi
16 °C (puc. 5.12 (7)) HasiBHa [OCTOBIpHO CM/IbHA KODEJALis Nulle Ha
IEeBHUX iHTepBalax 4acy npubamsHo piBHux 40-120 xB y mpsaMomy
HanpAMKY Ta 25-90 XB y 3B0OpOoTHOMY. MOXXIMBO, MiX IpoLiecaMi, 110
3yMOBTIOIOTb KOJVMBHY [IMHAMIiKy IMX IIOKa3HMKiB, BimOyBaerbcs
CUHXPOHi3allis He Ha BCbOMY JOCII/)KYBaHOMY iHTepBaJli 4acy, a JIMIle
Ha JIeAKUMX JOr0 [AUIAHKAaX, TPMBAMICTb AKUX 30iIbIIyeTbCA  3i
3pOCTaHHAM TeMIIEPATYpPH.

Ipu cuiBcraBneHHi 3HaYeHb 6e3 YacoBuUx 3mimens (puc. 5.12, 7
Ta 5.13, 7) He BMABICHO MOCTOBIPHUX KOpENALIMHUX 3B’A3KIB Y
puHamini TMII ta IOIIK npu Temmnepatypax 16 ta 21 °C, mo Moxe
CBiIYMTM IPO KOMMBAHHS ILUX MTOKA3HUKIB i3 3MilljeHHsAM 3a (a3oro.
Kpoc-xopensaniiianit aHami3 4acoBUX psAAiB Ha pi3HMX iHTepBanax (7o i
micia 180 XB) 3acBigdye pisHy KapTUHY JMHAMIKV: a00 KONMMBaHHA MK
IIOKa3HMKaMy Bij0yBaroTbcs Maibke cuHdasHo, abo y mportudasi, xo4a
3a3BMyail 3MimeHi 3a ¢aszor. OTpuMaHi pe3ynbTaTyi MOXKHA HMOSICHUTH
TUM, ILIO 3B’SI30K MDK KOJIMBaHHAMU [OCI/PKYBaHMX IOKA3HVKIB
JOCUTD IVIACTUYHUI, 1J0 TAKOXK MOXKe OYTI 3yMOBJIEHO HeCTabiIbHiCTIO
IepiofiB KONMMBAHD.

[Ipobnenns 6nmacToMepiB BI0OHa IIpM IIOCTiViHIN TeMIepaTypi
(24 °C), sxa He € (¢i3ionOriYHO NPUITHATHOWO [ B'IOHA, K HACTIIOK
Mae IOsBY AHOMaJiif Ta 3arumbenp 3apoAKiB Ha [JaIbIINX CTAfifAX

em6piorenesy (E.A. I'oiiga, 1993). 3HauHO Bifpi3HAIOTBHCA Bif pe3yib-
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TaTiB NONEPeNHbOTO aHaMi3y po3paxoBaHi XapaKTepUCTUKM AUHAMIKM
TMII ra IIIIK 3a unx ymos (puc. 5.14).

[71s1 060X TTOKa3HMKIB MaKCMMyMU CIIEKTPalTbHOI IOTY>KHOCTI,
3 IOpPiBHAHO BY3bKMMM CIEKTPAaJIbHMMM IIiKaMM, BifIIOBifjal0Th
Ko/MuBaHHAM 3 nepiogom 30 xB (puc. 5.14, 3 i 4). Ili pesynbratn
CBimuaTh mpo cTabimbHiCTH Tepiofy KonMBaHb, IO 3acBifuye
aBTOKOpe/IALiiHNII aHani3 (puc. 5.14 (1-2)).

Ha aBTOKOpenorpaMax IOMITHO 3MEHIIYETbCA IMIBUAKICTD
3racaHHsl OCUWIALIA BenmmumHM KoediljieHta Kopenmsanil mis 060x
MIOKA3HMKIB, TOMy 4Yac KopenAnil HeMoXnuBo BusHauutu. Crrif
BigMITUTM  BMCOKY YYTIMBICTD 1IbOTO KPUTEPil0 O  BIUIMBY
ekcTpeManbHUX yMOB. Kpoc-kopenorpama nokasuukis (puc. 5.14 (5))
Mae GopMy, HabOIVDKEHY /1O TapMOHIYHUX CHHYCOIJa/IbHUX KOJIMBAHb 3
MM camMuM nepiogoM. CHiBcTaBleHHs 3HauyeHb IIOKAa3HUKIB 6e3
YacOBMX 3MillleHb [Ja€ MOXK/IMBICTb BMABUTY HASABHICTb JOCTOBipHOIL
HO3UTUBHOI KOpeiAlii, 3yMoB/IeHOI cuH}a3HICTIO IXHIX KonmBaHb. 3a
IIMX YMOB TaKOX 3MiHIOIOTbCA (a3oBi CIiBBiIHOLIEHHSA KOMMBHOI
JOVHAMIKV JOCTiZPKYBaHMX IIPOLIECIB.

OTxe, BCTAaHOBJIEHO, 1110 NTpu TeMmepartypi 24 °C crpoiyerbcs
KO/VBHUII PpeXuM (QYHKIiOHaIbHUX 3MiH OioeleKTpuYHuX Ta
MeTabOMYHNX IIPOLECiB Mix dac ApobreHHs 3apofkiB. BussieHo
HOBHUII 36ir 3a TpuBasicTio nepiopis komusanb TMII Ta IIIIK, ixHio
CTiMIKiCTh. PerynfapHicTb IepiofuM4HOI IOSABM KpPOC-KOpenALil Mix
KONMMBAHHAMM TOKAa3HMKIiB, 11 CTabi/IbHICTD 3a BEIUYMHOIO npu
Pi3HOYACOBUX 3CyBax y 060X HampsIMKax, CBi4aTh PO CUHXPOHHICTH
CIIOCTepeXXYBaHUX 3MiH 3a IepiofioM, a TaKOX 3a (a3ol HPOTATOM

YCbOTO 4acy JOC/i/[KEeHHS.
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Puc. 5.14. XapakTepuCTHKM [UHAMIKM MeMOpPaHHOIO MOTEHIHamy Ta
LIBUJKOCTI TIOTJIMHAHHSA KUCHIO JIsl 3aPOJKIB B'IOHA IPOTATOM ApOOIeHHs npu 24 °C:
aBTOKOpenorpamu (I i 2), nmepiogorpamu (3 i 4) BiamoBigHO Ta Kpoc-Kopeorpama Iux
nokasHukis (5).

IIpumitka. [TosHayeHHA — AK Ha puc. 5.12

OrpumaHi pesynbTaT 3acBif4yIOTh HasABHICTb CIi/IbHUX MeXa-
Hi3MiB, fKi KOHTPOJIIOIOTb B3a€EMOBIJHOIIEHHA MK [JMHAMIKOK LNX
NIPOLIECB.

broxyBaHHA mopiniB Apo6IeHHs 3apOAKiB B'IOHA KOJXIIIMHOM
npy Temrepatypi 21 °C 4iTKo BimoOpa>keHO B Ofjep)KaHUX XapakTe-
pucrukax konuBHoI guHamiky TMIT ta HITIK (puc. 5.15).

Axmo mgna TMIT aBTOKOpenALiiiHMIT Ta CIEKTPAIbHUI aHATi3U
(puc. 5.15 (1, 3)) 3acBifuyl0Tb HasABHICTH CTiNIKOI NepiOAMYHOCTI 3
npu6msHo 39-40-XBUWIMHHMM I1€PiOJOM KOMMBaHb, II0 AHATIOTIYHO
pe3ynbTaTaM HomnepegHboro gocminy, To amsa HIIIK (puc. 5.15 (2, 4)) ni
K MeTOAM Jaay 3MOTY BUABUTY BifHOCHY IepiOfMYHICTb KONMBaHb
LbOTO TOKa3HMKA 3 72-XBWIMHHMM IIE€PioJIOM, AKUI XapaKTE€PU3YETbCA

CIIbHOIO HecTabimbHicTI0. Yac koperanii t=88 xB.
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CyTTeBy pi3HHUIIO Y apaMeTpax AMHAMIKM 000X ITOKAa3HUKIB,
nopiBHAHO 3 HopMoIO (puc. 5.15 (4-6)), BMABIEHO Yy 3pOCTaHHI Ha
HOPSIZIOK TOTY)XHOCTI BUSIB/IEHNX KOJIMBaHb, 5K Ile BUJHO 3 BeIMIMHI
HasABHUX IIiKiB Ha criekTpax (puc. 5.15 (3-4)). Y ubomy pasi mapamerp €

TOCUTD YyT/IVBYUM JIO BIVIMBY KOIXilIIWHY.
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Puc. 5.15. XapakTepucTUKM AMHaMiki MeMOpaHHOrO IIOTeHILjiany Ta
MIBUAKOCTI IOITIMHAHHA KUCHIO Yy DPaHHbOMY PpO3BUTKY B’IOHa 3a HasABHOCTI B
cepepoBui iHKy6anil 4,5-10° M xonxirnuHy: aBTokopenorpamu (I i 2), mepiogorpamu
(314) BignoBifHO Ta Kpoc-KOpeIorpaMa Iux MOKa3HUKIB (5).

IIpumitka. [TosHayenns — Ak Ha puc. 5.12

Ockinpky BifoMa 3HaYHa PisHMLA B TPUBAIOCTI Iepiomy
KO/IMBaHb 000X IOKa3HUKIB Ipu il Konxinyny, a konusanua TMII e
OIBII perylIApHUMM Ta CTIIKMMM, MY HPUIYCKAaEMO, IO MeXaHi3Mu
¢dbopMyBaHHA KONMMBaHb y IIpoljecax Oioe/leKTporeHe3y Ta iHTEHCHB-
HOCTi eHepreTMYHOro oOMiHy € CaMOCTiiHMMM, Ha BifMiHy Bif Mexa-
Hi3MiB, AKi y3TO/KYIOTb B3a€MOBiJHOIIEHHA IXHbOI KONMBHOI JUHa-

miku. IligTBep/pKeHHAM LbOMy MOXKe OyTH oOfjepkaHa Kpoc-Kope-
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7orpaMa HOCTi[PKYyBaHUX ITOKAa3HMKIB, 3a AKOK BUABNIEHO HasABHICTb
JIOCTOBIPHOI i CM/IBHOI KOpeJIALii, 1[0 3 SIB/ISEThCS MajDKe IePioguIHO
npu 3MilenHi 3HayeHp psagy TMII y nmpsaMoMy HaIpAMKY 3 cepegHiM
nepiogoMm, piBHuM 81+6.3 xB (puc. 5.15 (5)).

ITpoBeneHnit MaTeMaTUYHMIL aHAMI3 JVHAMIKM 3aCBil4yB, 10 Y
XapaKTepUCTMKaX KO/MMBaHb IOKa3HMUKIB, IKi ONUCYIOTh pi3Hi mponecu,
Ta y 4aCOBMX CIIiBBIJHOIIEHHSAX MDK HMMM YiTKO BifoOpakeHi sMiHM
¢dyHKIiOHA/IBHOTO CcTaHy 3apopkisB TBapuH. Hai6inpim yyrtmmsumm o
3MiH (PyHKIIiOHA/JIbHOTO CTaHy BBXAEMO TakKi KpuUTepii: yac Kopesanii
Ha aBTOKOpe/norpamax, LWIMPMHY 1 TOTY>KHICTb IiKiB Ha CIeKTpax
KONMMBaHb Ta (GOPMY KPOC-KOpeIorpaM MiK KOMUBHUMM CKIaJOBUMM
PisHUX ITOKa3HMKIB (J1.4. IBawkis, 2002; JI.4. IBamkis Ta iH., 2001;

L.Y. Ivashkiv et al., 2002).

5.5. OuiHeHHsI YacoBuUX
3aAeXHOCTel MidXk 3MiHaMu
bioerekTpuYHuX,
eHepzo3abe3neyvyBaAbHUX

i MeMOpaHHOTPaHCNOPTHUX
XapaKTepucTuk 3apogkiB
wnopuesoi xabu Ha cTagii

gpoOAeHHs!

Y  pesynbraTi  KiIbKiCHOTO  OILIiHEHHA
B32a€EMO3ATIEKHOCTEl 3MiH BOCBMM 6i0€MTeKTPUYHMX 1 MeTaboMivHUX

IOKa3HMKIB 3apOJKiB IIIOPLEBOI >Kaby BUABIEHO HAsABHICTh CHIBHOI
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Kopenauil y 23 npuxnagax (puc. 5.16-5.19), i3 akux a”amiz 15 Kpoc-
KOpeJIorpaM 3acBif[4MB IMOBIipHICTDb 3B’A3KiB IPUYMHHO-HACTiZKOBOTO
xapakTepy. Opmep>kaHi Kpoc-KOpenorpamy, B fAKMX MaKCUMajbHe Ta
JOCTOBipHe 3HaueHHA KoedillieHTa Kopeysuil mpumajsae Ha HY/IbOBUIT
3CyB, @ [y BCiX iHIMX 3CyBiB 3HauyeHHS KoeillieHTiB HemOCTOBipHi
ab0 piBHi Hy/IIO, JAIOTh 3MOTY IEPEKOHATICA B TOMY, LIIO B LIMX Iapax
JaCOBUX PAAIB CKOPe/IbOBaHI e OfJHOYACOBI (CMHXPOHHI) 3HAUeHHS.

Le mnpocrexyerbcsi y BOCBMM MNPUKIAfAX MDK TaKUMU
nokasHukamu: V — TMII (0,58*), V - pH, (0,65%), V - IIIBB (0,98**);
IIIBB - pH, (0,67*); Ca** - K* (0,99**); Na* — pH, (0,80**), Na* - K*
(0,94%*), Na* — Ca*" (0,95**) (puc. 3.75-3.78). O1xe, BifobpaxkeHi qummn
MIOKA3HMKaMI TIpOLleCM B JOCHIIPKYBaHUI IIepiofl 3MiJICHIOIOTbCA

OJHOYaCHO.

KoedITieH T Kopelanii

3CYE, KIUIBKICTE IHTEPBATIE KEAHTYEAHHA

) ——3F —t—4 —%—5 ——6|

Puc. 5.16. Kpoc-kopenorpamMm AMHaMiKy IOKa3HMKIB 3apojKiB IINOPLEBOL
Xaby: TpaHCMeMOpPaHHOTO IIOTeHIiany 3 chiBBigHomeHHaM Na*/K* (1), o6’emom
3apojka (2), BHYTPIlIHbOK/IITMHHNMY KOHIeHTpauisamu Na* (3), K* (4), Ca** (5) Ta pHy
3 TpaHCMeMOpaHHMUM IoTeHianoM (6)
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Puc. 5.17. Kpoc-kopenorpamMy AMHAMiKM ITOKAa3HMKIB 3apOAKiB IIITOpIeBOL
>)kabm:  pHy i3 cmiBBigHOmennsm Na*/K* (I), of6’emom 3apomka (2),
BHYTPIIHbOKTITVHHMMY KoHLeHTpauismy Na* (3), K* (4) Ta Ca?* (5)

Ha puc. 5.16 nokasaHo opmep>kaHi Kpoc-KOpe/IorpaMu aHalisy
3MiH piBHS MeMOpPaHHOTO IIOTeHL{ia/ly 3 IHIIMMM ITOKa3HUKAMIU.
BusaBneHo JVIMOBIpHICTD IUATM 3B’A3KIB IPUYMHHO-HACTiIKOBOTO
XapaKTepy, B AKMX MaKCUMaJIbHi Ta HOCTOBipHi 3HaYeHH: KoedilieHTiB
KOpenAllil MNpuIajaloTb Ha HEHY/IbOBMI 3CyB, MDK TaKuUMU
nokasaukamm: TMIT — Na* (0,56*, n=4), TMII — Ca** (0,52%, n=3),
TMII — K* (0,58%, n=4), TMII — pH, (0,65**, n=4) ta TMII — Na*/K*
(-0,49 mpu n=4, 0,49 npu n=9), (cTpinka npsAMye Biji IOKA3HMKA, 11O
BB)XAETbCA IPUYMHHUM [0 HACIIKOBOrO IIOKa3HMKA). 3a Kope-
norpamoio psaxiB TMII — Na*/K* BuyHo, 110 KopenALii 3MiHIOIOTb 3HaK.
Komn psapg TMII Bunepemxye psap Na'/K* na 20 xB 3’ABIA€TbCA

HEeTraTBHA KOpeTIHHiH, a AKIIO Ha 45 XB - KOpe}IHHiF{ IIO3UTUBHA.
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Puc. 5.18. Kpoc-kopenorpamy AMHaMiKM IOKa3HMKIB 3apOAKiB IMINOpLEBOL
Xabu: BHYTPIHBOKIITMHHOI KoHIeHTpauii Ca®* i3 cmiBBigHOomenusm Na*/K* (1),
BHYTPIIIHbOK/IITMHHUMYM KOHLieHTpauiamu Na* (2), K* (3), o6’eMom 3apoaxa (5) Ta

BHYTPIIIHbOK/IITMHHUMY KOHLeHTpanisamu K* i3 Na* (4)

AHani3 pesynbrariB, 306pakeHux Ha puc. 5.17, maB 3Mmory
BUSBUTY JIMOBIPHICTb [BOX IPUYMHHO-HACTIIKOBUX 3B’A3KiB MK
takumu psagamn: V — Ca** (0,82%*, n=2), Ca** — Na'/K* (0,67**, n=8).
IlixaBo, 1O 3B’SI30K INPUYMHHOTO XapakTepy 3MiH 00’e€My 3apojka
BUABJIEHO JIVIIE IIiJ] Yac 3MiH KOHLIEHTPaLil BUIBHOTO KaJIbLiI0, TOAL K
3 {HIIMMM TOKa3HMKaMM CWIbHA KOPEJIALis 3a OpakoM 3CyBy, TOOTO
npu n=0 (puc. 5.16-5.18).

Xapakrep KOpenorpaMi 3acBifiuye MepiofM4HiCTb BUHUKHEHH
3B’3KiB MDK 3MIHHMMM Ta IepiOAMYHICTD HANPAMKY 3MiH IUX
ITIOKa3HMKiB. BoueBMab 3p03yMiNnor0 € cuIbHA KOpeNALid MK 3MiHaMu
piBHA MeMOpaHHOTO MOTEHIlia/y Ta 3MiHAMM BHYTPIlIHbOKTITMHHIX
KOHIIeHTpaliil ioHiB Kamito Ta HaTpilo, AKi 6epyTb y4yacTb y JOTO
reHepyBaHHi. BogHouac 38’130k pH, - TMII BuHMKae npy TakoMmy X

3cyBi, sk i 38’13km Na*, K* - TMIL.
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Puc. 5.19. Kpoc-kopenorpamMy AMHaMiKyM ITOKa3HMKIB 3apOAKiB IIITOpIieBOL
>kabu: mBnpkocti Buginenus CO: i3 cmiBBigHomenusm Na*/K* (1) o6’emom 3apopka
(2), BuyTpimHBOKTITHHHNMY KOHLeHTpanismMu Nat (3), K* (4), Ca?* (5), pHy (7) Ta

TPaHCMeMOPaHHOTO IIOTeHI iy 31 IBMUAKICTIO BUAIIEHHS BYITIEKUCIOTO Tasy (6)

IMOBIpHICTD YOTMPBOX B3a€EMO3B'SI3KiB IPUYMHHO-HACTIKO-
BOT'O XapaKTepy BUABIEHO MK PALaMM, B AKMX OJHVM 3 ITOKAa3HMKIB €
psin pHy (puc. 5.17): pH, — Na'/K* (0,69*%, n=7), pH, — Ca*" (0,72**,
n=1), pH, = K" (0,71**, n=1), pH, — Na* (0,71**, n=1).

Kopenauiitunit anamis mi>xx psagom IIBB Tta iHmmMu psapamun
(puc. 5.18) 3acBimuMB HasABHICTb HOCTOBIPHOI Ta CHIBHOI KOpesALii y
I'ATU TPUKIAfAaX 3a pPIi3HOYACOBMMM 3CyBaMM, IO CBIiTYUTb IIPO
JIMOBIpHICTb INPUYMHHO-HAC/IZKOBMUX 3aJIEKHOCTEN MDK TaKUMU
nokasuukamu: IIIBB — Na*/K* (0,67*, n=3), IIBB — TMII (-0,72**,
n=-2), Na*—IIIBB (0,83**, n=-1), Ca®* — IIIBB (0,72**, n=-2), K —
[IBB (0,76**, n=-1).

HeratuBHa kopenania mix 3mimamm TMII ta HIBB - e
CBiJfYeHHs TOTO, 1O 3i 30i/IbIIeHHAM a0COMIOTHUX 3HaY€Hb TPAHCMeMO-
PaHHOTO IIOTEHIIialy 3HIDKYeTbCA IIBUAKICTH 3MiH nukiny Kpe6ca.

VIMOBipHO, TYT Ma€ Miclie KOPeKIlisi Mi>K TaHKaMu eHepro3abesneyeHHs
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Ta 3MiHaMM NonApu3anii 3apogKOBMX MeMOpaH, SK Iie IPUITYCKaB
Totipa (E.A. Toiiga, 1993) s 3apopkiB B I0Ha.

ITpyumHHI 3a/1€XKHOCTI MK JOCTII)KyBaHMMM IIOKa3HMKaMy He
MO)KHa iHTepIperyBaTu IPAMO — TYT IIPOCHIZKOBYIOTbCA CKIafHI
¢isionorivuni mporecy, mo jaeXaTb B OCHOBI 3MiH LMX ITOKa3HUKIB.
MoXnuBO, B OCHOBi IIPOLECiB, AKi T€HEPYIOTb 3MiHM IPUYMHHO-
IIOB’sI3aHMX [TOKa3HMKIB, 3aK/Ia/IeHNil CIIIIbHUI Pery/IIo0unii MeXaHi3M
(J1.4. IBawkis Ta iH., 2002).

Opep>xaHi pesynbTaTy MiITBEPXYIOTh TiCHY CHPS)KEHICTb y
IpoTiKaHHI 6i0eNeKTPUYHMX, eHeprozabesredyBabHUX Ta MeMOpa-
HHO-TPAHCIOPTHUX IIPOLIECIB Y 3apOAKiB IIMOPIeBOI >kaby MpOTAroM

nepiofy apo6ieHHs.

5.6. CniBCTaBA€HHSI YaCOBUX
B3a€EMO3B’SI3KiB MK UHAMIKOIO
gOCAigXKYBaHUX Npouecis

Y paHHbomy embpiozeHe3i B'loHa
Ta wnopuesoi xabu

Ha puc. 5.20 i 5.21 306pakeHO pe3ynbTaTn
CIIeKTPA/IbHOTO aHAIi3y [AMHAMiKM O6ioeneKTpMYHMX i MeTabomivHuX
XapaKTepUCTUK 3apOAKiB B’IOHa Ta INNOpPLEBOI >Xabu y BUIAAI
nepiogorpaM. JJOCTOBipHICTh Ofiep>)KaHMX Pe3yIbTaTiB CIEKTPATbHOTO
aHalisy OIIiHEHO 3a pO3paxyHKaMM IHTeTrpaJbHMX Iepiogorpam
OOCTi[KyBaHMX IIOKa3HMKiB, fAKi HaBelleHO B pojatky b. Ha
mepiofiorpamax e mosHaueHo cumBonamu (* — p < 0,05; ** - p < 0,01).
Y pBroHa Ha mnepiogorpamax punamiku IIIIK Tta pH,
MAaKCUMMAa/JIbHUI IiK HOTY>XKHOCTI KOJMBaHb IPUIIAJla€ HA BEIUNYMHY

0,16, axa BifmoBigae nepiopy, piBHOMY npm6m/[3H0 31 xB, a Aj1s 3MiH
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KOHLIEHTpawil Ca* y nutosoni Ta TMII nmiky HOTyXHOCTi BiIIIOBifaoTh
nepiogaM, piBHUM 27 i 33 XB BiANnoOBigHO. AHAJOTriYHO y HINOpPILEBOI
)abu (puc. 5.21) Ha nepiogorpamax auHamiku TMII Ta KoHIeHTparil
Ca®* mik IOTY>KHOCTI Ipumajgae Ha Benmduny 0,24, mio Bignosigae
nepiony, piBHoMy npn6amsHo 21 xB. Illupoka ocHoBa mika Ha Iepio-
forpaMax JesKNUX IOKa3HUKIB CBi[YMTh IIPO 3HAYHY BapiaOelbHICTH

TPUBAIOCTI OKpeMMX IepiofiiB, 6/1M3bKIX 1O BUSHAYEHOTO.

.
E 2
-
B
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6.3

YACTHA [Eepiony Ha
IHTepEAN KEAHTVERHHA, XE

Puc. 5.20. Ilepiogorpamm HOCH/PKYBaHMX IIOKa3HMKIB 3apOfKiB B’IOHa:
TpaHcMeMOpaHHOro moteHuiany (1), xoruenTpauii Ca** y mmrosom (2), pHy (3),
LIBUAKOCTI IIOI/IMHAHHA KUCHIO (4).

Ipumitka. Hndpu Hag nikamn — nepiop y x8, At = 5 x8; * - p < 0,05
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Puc. 5.21. Ilepiogorpamm JOCHIPKYBaHMX ITOKa3HUKIB 3apOJIKiB IINOPLEBOL
sKabu: TpaHcMeMOpaHHoOro HoteHuiany (1), konnenrtpauii Ca?* y yurosoni (2), pHy (3).
Ipumirka. Iudpu Hap mikamm - mepion y xB., ** — p < 0,01. [lst 1, 3 At = 5 x8; s 2

At=2x8
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3a BeIMYMHOIO CHEKTpaJbHMX IHiKiB Ha Iepioforpamax
ITOKA3HMKM MOXXHA BIIOPAJKYBaTH 3a 3HVDKEHHAM iHTEHCUMBHOCTI IXHIX
konmmBaub: TMII, [Ca®'],, IIIIK, pH, - masa Brona ta TMII, [Ca®'], -
/1A IITIOPIeBOT Kabu.

Ilig 4yac aHamisy OTpMMaHMX IepiofiorpaM [OBEI€HO, IO B
CIEKTPax KONMMBAaHb JNOCTiKyBaHUX IIOKa3HUKIB 3apOJIKiB LIMX TBapUH
IepeBary Mae IepiofjuHa KOMIIOHEHTA, sIKa 3a TPUBATICTIO 36iraeTbcs
3 TPUBAJICTIO MiITOTUYHOTO LMKy APOOIeHHS.

[lnsa sapopkiB B’IoHa BiH TpuBae mnpubnmsHo 31 XB 1npu
t = 21°C, a mia mmopuesoi xabu - 23 xB nmpu t = 17-26 °C.
PesynpTaTyt MOXHA IMOSACHUTY TUM, IIO € NeBHi GaKkTopy, fAKi 3aa0Tb
puTM 6i0eneKTpUYHMM i MeTabOoMiYHNM IIpoliecaM Iij 4ac Apo6IeHHs
B paHHbOMY eMOpioreHesi 3apopKis.

Busasneno pisHunpo B guHaMmini pH, nurommasmm 3apopkis
B’IOHa Ta LINOpLeBol >kabu (puc. 5.20-5.21), y sAKOi CIIeKTp KOIMBaHb
IIbOTO IOKa3HNMKa Hade “‘posmutmii’. Ofep>kaHi HiKM MalTh [yKe
He3HayHy mnoTyXHicte (x107°) i BigmosigaooTp 13-, 17-XBUIMHHUM
KO/MMBAaHHAM Ta KOMMBaHHAM Yy Mexax 24-31 xB. Tyr moxna
inTepnperyBatu 3Mminy pHy, Ha mocmimKyBaHOMy iHTepBami 4acy fK
BUIAAKOBI (QIyKTyawii, 10 MiATBEPHXKYIOTb pe3yIbTaT OL[iHEeHHs
IOCTOBIPHOCTI CITeKTPaIbHUX MiKiB (fox. B).

Pe3ynbraTi KpOC-KOpE/IALINHOTO aHamidy 300pakeHO Ha
puc. 5.2215.23.

ITpn cniBcTaBieHHi psAAiB BuMipiB 6e3 4acoBuMX 3MillleHb B
060X 00’€KTiB BUABIEHO CIWIbHY KOpeNIAIil0 y TIapax TaKNX

IIOKa3HMKiB: BMicT K* y 3apopky Ta cniBBigHomeHHs BMicTy K'/Na* y
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sapopky, TMII ta [Ca®'],, IIIIK, IIBB ta Bmictr K' y 3apopky um
cniBBigHOmeHHA BMicTy K'/Na* y sapopky. OTxe, nponecn, 3a AKUMHA

OIMCYIOTb 3MiHM IIVIX IOKAa3HMKIB, TICHO CIIpsDKeHi y pu6 Ta amdibiii.

2

B IOH IOTOPLIEBA Kaba

KoeilieHT KOpesiii

42 0 & 4 2 0 2

—0— 17 -- -~ 1-5—4— FB =7 =27 =371 ——a1 51

3CYB, KUTbKICTh iHT€pPBANB KBAHTYBAHH

Puc. 5.22. Kopenorpamm pmOCHif)KyBaHMX TIOKa3HMKiB PO3BUTKY 3apOJKiB
TBapMH, Ae qudpu y mianmcax rpadikis nosnavarors: 1 - TMIT; 2 - Bmict K* y 3apopky;
3 - Bmict Na* y sapopky; 4 — ciBBigHomenHs Bmicty K*/Na* y sapopky; 5 — pHu, 6 -
IIIIK; 7 - xonnentpanis Ca®* y qurosoni; At=5 xB

Ha puc. 522 1 523 BugHO, IO XapakKTep KOpenorpam
nokasHukis Bmicty K y sapopky um crnisBifHomeHnHs BMicTy K*/Na* y
3apOfIKYy 3 IHIIMMM AOCTI/PKYBaHMMM IOKa3sHMKaMU € ileHTUYHNUM Yy
060x TBapmH, TOOTO 3Ha4yeHHsA KoedillieHTiB Kopemauii 3a
Pi3HOYaCOBMMM 3CYyBaMM 3MIHIOIOTbCA aHAJIOTIYHO — 33 BEIMYMHOIO Ta
3HaKOM. 3a LMMM JAaHMMM MOXXHAa INPUITYCTUTH, IIO MeXaHi3M 3MiH
cniBBifHOmMeHHA BMicTy K'/Na' y 3apoiKy € OflHaKOBMM Yy LjUX TBapUH
i 3HAYHOIO MipOI0 CHPSKEHMI 3 IIPOLIECaMM, AKi 3yMOBIIOIOTb YacOBi

3MiHV KOHIIEHTpAILlil IOHIB KaJlilo Y 3apojiKax.
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BIOH LIiopuecea Kaba

—+— 25—+ 35 — 45 - 18]

KoedirfieHT Kopemni

02 4 6 B 10 12 8 7 & 5 4 3 2 401 2 3 4 5 8 7 8

[—t6—o— 2636 ——s6——58| [—tea—o—26a- 380 ——dea—s50]

3CYB, KUTbKICTD IHTE€DBAJIB KBAHTYBAHHS

Puc. 5.23. Kopenorpammu HROCHiI)KyBaHMX ITOKa3HMKIB DO3BUTKY 3apOAKiB
TBapuH, ge nudpu y mammucax rpadikis mosnavaoTs: 1 - TMIT; 2 - BMict K* y 3apopky;
3 - Bmict Na* y sapopaxky; 4 — cniBBigHomenHsa Bmicty K*/Na* y sapogky; 5 — pHu, 6 -
IIIIK; 6a — IIIBB; 7 — koHuenTparnis Ca?* y urososni

Busasneno mesky pisHuumio (puc. 5.22) y CliBBiTHOIIEHHAX 3MiH
BMicTy Na' y s3apopky 3 cHiBBigHOLIeHHAM KoHIeHTpaniit K*/Na'
Sxmo y mmopreBoi a6y 3MiHM IMX IOKa3HUKIB MAalOTb CHUJIbHY
HEraTVBHY KOpe/Alilo, TO /i BIOHAa [el0 iHIIA KapTUHA:
KOpeJllorpaMa  XapaKTepMU3yeTbCsl KOMUMBHMM edeKTOM, TOOTO €
IoCTOBipHiI 3HaueHHA KoedilieHTiB kopenauii 3 30-XBWIMHHUM
3CyBOM. VIMOBipHO, 10 CHpPs)XKEHIiCTh MK YacOBMMM 3MiHAMM IMX
IIOKA3HMKIB BUHMKAE IEPIOJUYHO, a Pi3HMLA y KOpenorpaMax MoOyKe
6yTu 3yMoB/IeHa 3MiHOIO ()a30BOTO BiTHOIIEHHA MK HUMM Ha ITOYaTKy
Ta B KiHIIi CITIOCTEPEXEHHS.

Ha puc. 522 pobpe HpPOCTEXYETbCS, IO KOpPeIOrpaMu
nokasHukiB [Ca*’|,-pH,, [Ca®'],~IIIIK XapakTepusyoTbCs YiTKO

BUPAXXEHVM KO/IMBHUM e(l)eKTOM, TOOTO YacoBi 3CyBI BiHHOBi,I[HI/IX
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pANIB Y PiSHMX HallpAMaX BMABIAKTD NOCTOBIpHI KPOC-KOpenALiNHi
3B’SI3KM, 110 BUHMKAIOTH MepiognvHo 3 30-xBunuHHMM putMom. Lle
CBIIUMTDb IIPO CTiIKiCTP B3a€EMO3B’SI3Ky LMX IIOKAa3HMKIB 3a
nepioguuHuMM  cknagoBumu.  CrHocTepiraeMo IeBHY —aHaJOTilo,
aHamisyroun 3B’sa3ku [Ca*’], 3 6i0OeeKTpUYHMMM NOKA3HMKAMU Ta
sminolo pH,. Kopenauii BuMHMKalOTb IpM 3CyBi y InpAMOMy Ta
3BOPOTHOMY HAIIpsIMKaX, piBHUX npu6msHo 30-40 xB. Bemmunuy ixHi
JOCUTb HU3BKi, 1[0 MOXe OyTH IIOB’s3aHO 3 HEJIHIIHUM XapaKTepoM
3MiH IIOKa3HNKiB, HecTabiNbHICTIO mepiofy Ta HaABHICTIO IHIINX
MepiOAMYHMX CKIAIOBUX, PO WO CBif4aTh pe3ynbTaTU CIEKTPaTbHOTO
aHai3y AMHaMiKM LMX NOKasHMKiB. Taky caMmy TeHfieHIIII0 MO>KHa
nobaunuT Ha puc. 5.22, me MOKa3aHO KOpenorpamMu MOKa3sHMKIB, 110
OINCYIOTb 3B’A30K 3MiH pH, 3 AMHaMiKOI0 MeMOpPaHHOTO eNeKTpo-
reHe3y y 3apOJKiB.

Ockinbku He BUABIEHO IepiofuMyHOCTI Yy 3MiHax pH,,
CIIOCTEpIiraeTbCcs IeBHA Pi3HMIA B YacCOBUX CIIiBBiJHOLIEHHAX LbOTO
IIOKasHMKa 3 IHIINMU 6i0eneKTpI/mHMMM nokasHukamm. Tak,
IOCTOBipHI MaKcuManbHi 3HaueHHA KoediieHTiB kopemanii pH, 3
UMM TTOKasHMKaMu (puc. 5.23) mpumajaoTh Ha 3CyB Bifg 5 go 35 xB.
Bopgnouac xopenania mosutusHa 3 TMII, Bmicrom K y 3apopky Ta
cmiBBifHOmMEHHAM BMicTy K'/Na® y 3aponxy Ta HeraTMBHa 3 BMiCTOM
Na' y 3apofmky.

BuaBneHHA Takol INPMYMHHOI 3a7eXHOCTI Moxe OyTn
3yMOBJICHO IE€BHUMM CHUIBHMMM  (pakTopamy, IO OJHAKOBO
BIUIMBAIOTh Ha crabimisanito pH, Ta mpouecu 6ioeneKTporeHesy.
[IpunyckaroTp, 10 MeXaHi3MU, fAKi reHepyrTb 3MiHM LUX IIPOLECIB,

pisHi y mmoprieBoi »xabu Ta B'IoHa. JJOCTOBipHI 4acoBi HMpUYMHHO-
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HACMiKOBi CHiBBiHOLIEHHA 31 3cyBOM Bif 5 g0 30 XB crocrepiraroTb
Mk nokasHukamy: TMII i Bmictom K* y 3apojxy Ta cniBBigHOIIEHHs
Bmicty K*/Na* y 3apopky, TMII i Bmictrom Na* y 3apoaxy (puc. 5.22), a
TaKoX 3i 3cyBoM Bift 5 o 50 xB Mix nmokasHukamy TMII i IIIIK (puc.
5.23). 1li mocroBipHi 3B’s13KM MO>XHa IIOSCHUTM Ha piBHI BifoMmx
bi3nKO-XiMIYHMX 3aKOHOMIPHOCTEIL.

36inpmenna Bmicty K' y 3apopky cmpskeHo 3 rimeprio-
ngpusanieo MeMOpaHNM Ta 3MeHIIeHHAM BMicty Na'. Pasom 3 Tum
IIpoLecy, 1O 3yYMOBIIOIOTH 3MiHy KOHIEHTpalii JOHIB IepenyrThb
3pocraHHI0 abcomorHux 3HaveHb TMII. IloBHy aHasoriro 9YacoBUX
CHiBBiHOIIEHb MK LVMM ITOKa3HMKaMM CIIOCTEPIiraloTh y 3apoOjKiB
IIITOPIIeBO]I >kabu, /IuIle 3a Jlellj0 MeHIIMI 3CyBaMM — Bifi 5 fjo 25 XB,
Ile TAKOXX BUSIBIIEHO TOCTOBIpHi 3HaUYeHHs Koedil[ieHTiB KOpesil.

MMomo xpoc-kopenanii mixk TMII ta HIIIK, To Ha pmocmig-
KyBaHOMY YacOBOMY iHTepBajli BUABJIEHO [OCTOBipHI MaKCUMa/bHi
3HaueHHs KoeQil[ieHTiB KopenALii 3a MOJAaTHMM 3HAYEHHSM 3CYBY.
AHaJIOTIYHO 3a 3CYBOM Bif 5 [0 15 XB BCTaHOBJIEHO [OCTOBipHICTb
yacoBux cmiBBigHOomeHnb Mk TMII Ta IIBB (puc. 5.23) y 3apopkis
IIIOPLEBOI )kabu. Ajie y IIbOMy pasi KopesAlis HeraTMBHA i IpUIIagae
Ha BigeMHe 3HaueHHA 3cyBy. lli BiZMiHHOCTI, O4eBUAHO, 3yMOBIIEHi
TUM, IIO TpoLecH KITMHHOTO [MXaHHA  XapaKTepU3YIOTbCA
NIepiOINYHICTIO, IK 3aCBi/[YMB IONEPENHbO IIPOBEIEHNII CIIEKTPaTbHMUI
aHasis.

Amnanisyroun LilTiCHY KapTMHY 4YacOBMX 3a/IeXXHOCTEN MiX
rpouecamy, AKi COPUYMHATD 3MiHM BMICTY JIOHIB Y 3apOJKax TBapUH
Ta IHTEHCUBHICTb eHepreTMYHOro Merabosismy, i mporecamn

6i0e/IeKTpOoreHe3y MO>KHA INPUITYCTUTH, IO B IXHiil OCHOBi JIEXUTb
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OJIHAKOBMII YacCOBUI Me€XaHi3M DEry/lIOBaHH#A, AKNUI He 3a/IeXXUTh Bif
Ty apo6bnenna nux TeapuH (JI.4. IBamkis Ta in., 2002). IIpoBenenmit
aHami3 cyMmicHOI AMHAMiKM KIITMHHUX IpPOLECiB Ha pPaHHIX eTamax
PO3BUTKy 3apoAKiB B'IOHa Ta INNOpIeBOI >Kabu  3acBifumB
YHiBEpPCA/IbHICTb  4acOBOTO OpraHi3yBaHHA MiX iHTEHCUBHICTIO
eHepreTYHOr0 MeTabosisMy Ta IpolecaMy OiOeleKTporeHesy, Mixk
IpoliecaMy, IO 3YMOBJIOIOTH Iepeposnofin BmicTy itoHiB K', Na',
cniBBigHOmeHHA BMicTy K'/Na® y 3apopky Ta 3miHamMmu mossApusanii
3apopkoBux Membpan (JLA. VBamkuB m gmp., 2002; JI.A. IBamikis,

P.A. I'ymenbkmit, 2002).



Po3gia 6. CXEMU | MOAEAI
MEMBPAHHO3B’A3AHUX
NMPOLIECIB B
EMBPIOHAABHUX CUCTEMAX

6.1. CTpykTypHO—

dyHKuioHaAbLHUT aHaAI3 MidX
npouecamu Ha pi3HUX pPiBHsIX
opz2aHi3yBaHHs Y 6ioA02iUHUX

cucremax

BuBdeHHA 6i0NOTIYHMX CUCTEM 3 IIO3UIIIN
iXHPOTO OpraHi3yBaHHA € OHMM i3 CIOCO6iB MOACHEHHA OimbuIOCTi
SABULI, SIKi BigOYBalOTbCA B JKMBUMX OpraHi3Max Ha pi3HMX piBHAX
IXHBOTO iCHyBaHHA.

Y nomnepepnix poborax ([I.J1. Canarypckuii, E.A. T'oiina, 1980;
1989; [.I. Canarypcpkmit, 1998; [I.I. Canarypcpkmit Ta iH. 1998)
HaBefIeHO OfiMH i3 MiAXofiB A0 omucy 6i0/OriYHMX CTPYKTyp, KOmm
BilOMe UMC/IO e/eMeHTiB Ta iXHi XapakTepucTuku. K cmoci6

inentudikanii 6ymm 3acrocoBaHi KopenAuiiHi (yHKIil: 3 HeBHOro
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HabOpy eJIeMEeHTiB OTPUMYBalIM pAX CTPYKTYp, y INOOYAOBI SAKMX
BioOpakeHi moOmapHi B3aeMOAil MDK pIi3HUMM  eleMeHTaMu,
BK/IIOYEHVMM B CHCTeMy. byo posrianyTo imeanbHMI IpUKIaL, KOMK
BCi KopesaniiHi npodini imeHtnyHi, T06TO BCi KOMOiHawLii momapHux
B3a€EMOJiNI € piBHOLiHHMMM. Y LbOMYy pasi MAa€EMO TiIbKM OfHY
CTPYKTYPY, IJO € YaCTKOBYM BMIIQ/IKOM HasIBHOCTi Ta PYHKIIIOHYBaHH:A
3aKPUTOI CUCTEMM, a TaKO>XK YMOBOIO CTabiIbHOTO (JJOBTOTPMBAJIOTO)
icHyBaHHA cTpykTypu B 4vaci. Bymo mpoaHamisoBaHo “moBefiHKy”
YOTMPBOX i I ATHETIEMEHTHUX CTPYKTYP Y 4aci.

Y Hawiit po60Ti 06’€KTOM JOCTIPKEeHHA BUOPAHO CUCTEMY, 1110
PO3BMBAETHCA, B PO3YMiHHI CHpPUITHATTSA, TpaHCPOPMyBaHHS i reHe-
PYBaHHS IOCTIiHO Ail0unx 36ypeHb. CXeMaTUYHO B3aEMOZIi0 Ha piBHI

OfiHi€l Tpiafy IIOKa3aHO Ha puc. 6.1.
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Puc. 6.1. Tpiagua B3aemopis Mix enementamn A, B i C (a) i Ay, Bi ta C; (6), sk
aHaJIOT B3aEMO/Iii Ha MOJIEKY/IAPHOMY PiBHI

AO6CTpaKTHO OMMCAHO CTPYKTYPHO-PYHKIIOHAIBHY MOAIOHICTD
JIOTiuHiM cucremi, MOOYfOBaHy Ha TEOPETMYHUX YABJIEHHAX IIPO ii
opranisaniro. ['0I0BHOW IO3ULIEI0 CIYXUTb IOHATTA PO TpiajHi
B3a€MOMil MIDXK €/lleMeHTaMM, IO HajJeXaTb [0 CUCTEMU, AKY

POSIVIA/IAI0OTh Ha IIEBHOMY PiBHi OpraHi3yBaHH:A, OCKIIbKM Oi/lbIIiCTDH
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CK/IaIHMX ABUII MOXXHA IIPUBECTU [0 BUIIAJIKY TPiaJHMX B3a€MOZIN i o
IXHBOTO PE3Y/IbTATY.

Y Bumagky a — CUCTeMa € O[HOHAIIPAB/IEHOI0, a Y BUIIAAKY 0
BOHa MOXXe HaOyBaTy pIi3HMX CTaHiB: OJHOHAINPABJIEHOTO, PiBHO-
BaXXHOTO, 260 3BopoTHoOro. lle Bce 3anmexxutp Bif 3HaueHs K; i Ki.. He
PO3ITIAAIAEMO BUKIIOYHO “aKTMBHI® a00 BUKIIOYHO “IIacuMBHI  ere-
MEHTH, IO BK/IIOYAIOTh IeHepyBaHHA 4060 IOIMMHaHHA (yHKIUIi ere-

MEHTaMI Ha IIeBHOMY piBHi opraHisyBaHHA (puc.6.2).

Q - - G

—»
I

- -

a 0

)

Puc. 6.2. Bsaemopii Mibk eneMeHTaMu Ha IEBHOMY PiBHi OpraHi3yBaHHA

Bsaemopii mixx enementamu A, Bi C (a) Ta Ay, B, i C, (6)
(puc. 6.1) Mo>xHa 3006pasuTu fudepeHIiaTbHUMA PiBHAHHAMY BUAY:

Ins ctpykTypu a JULA CTPYKTYpH 6

dA dA, ( )

—=KA-KA — =A\K,-K, -K, J+K,C,

dt dt
dB dBI
—=K_.B-K B — =B (K -K. -K )+KC

2 4
dt dt 1 2 2_ 4 4-"1 (61)
d—C—KA+K B-K_C 4¢,
it 3 4 5 ;:K3A1+K4BI+CI(K5_ -K, -K, +K5_).

Hecrarjionapsa nosefinka tpiagHoi cucremu (puc. 6.1 (a), (6))

3[I/ICHIOETbCA 3a PAaXyHOK BJIaCTMBOCTEN 1l €JIeMEHTIB i 3a paxyHOK
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KOHCTaHT B3aeMOfIiit Mibk HuMu. Enementu A,, B, i C, € maTepianbHuMu
41 ifjeaIbHIMM HOCIAMM YHKIIIOHYBaHHA TPiaJHOI CICTEMI.

Y cucremi piBHsaAHB (6.1) koHcTaHTM K; BigmoBimaloTh Takum,
AKi MO>KHA Ha3BaTM KOHCTAaHTaAMM B3a€MOTIl MiXK emeMeHTaMu A; B;, i
Ci. ¥ pasi HaABHOCTI IEeBHNUX IIOYaTKOBMX YMOB JyIi PO3B’sI3aHHA
cucreMy piBHAHDB (6.1) MOXXHa BMKOPMCTAaTH IIPOLEAYPY UMCICHHOTO
iHTerpyBaHHs, Imo 6yno peamisoBaHo B poborax (A.E.IIum6pux,
[1.1. Canarypcpkmit, 2000; 2001; 2000; D.I. Sanagursky, A.E. Tsymbryk,
2000). [na Toro, mo6 TpiagHa crpykrypa (puc. 6.1 a, 6) Oyma
IIO3UTUBHOIO JIAHKOIO y CK/IafiHill baratopiBHeBiil cucreMi (puc. 6.3) Ta
o6 I CTPYKTypa “IparjioBayia’ y BCIiX HAIpPsAMKAX i focsraaa MeBHOI

MeTU, HeoOXinHe BUKOHAHHA NIpMHAMMHI TaKUX YMOB:
Ki > 0, Ki - Ki. > O, EFI * ZQl

Ha pwmc. 6.4 mokasaHo cxemy, IIO [a€ 3MOTY DPOS3IJIAHYTH
peasisalnilo B3aEMOZil Ha MOJIEKY/IAPHOMY PiBHi Ta IXHIO iHTerpaliimo B
CTPYKTYPy BMILOI OpraHisaiii, Aka Mo)ke OyTM XapaKTEePHOI [JIA
6iomoriunux crucreM. Enemenr 1 Ha puc. 6.4 — 1e ofHa Tpiaja, aHaNIOT
sIKO1 3006pakeHo Ha puc. 6.1 (a), (6).

Hesignosiguicte Mibx F i Q Axpas i € roloBHOI YMOBOIO
(YHKIIIOHYBaHHA CUCTeMH, B PO3YMiHHI JJOCATHEHHS MeTH. 3arajoM
CTPYKTypy, IO IIOKasaHa Ha puc. 6.3, MOXXHAa TaKOX ONMCAaTH i
HOCTIANTY aHAMOTiYHO cucremi amdepeHmianbHux piBHAHD (6.1)
BUKOPUCTOBYIOUM JIAHITIOT PO3B A3KIB /IS KOXKHOI Tpiafy, po3IIAHYTOI
Ha TomepenHix piBHAX. Taky cucreMy MOMKHA ONMCATU i A1 BUILMX
piBHiB opranisyBanH:a (puc. 6.4). Tyt Tpiaga I i II Ha puc. 6.4 aBmnse

co0010 y3arajbHeHHs B3a€EMOili, 300pakeHNX Ha puc. 6.3.



Puc. 6.3. Crpykrypa OYHKLIOHaTbHMX B3a€EMOJiil MDK e/leMeHTaMM Ha
MOJIEKY/IAPHOMY i BULIIMX PiBHAX OpraHisyBaHH: 6i0/OTiYHNUX CUCTEM

Tpeba BigMiTHTH, 1O XWBi CHCTEMU MAaOTh BEIUKY MHOXKIHY
€IeMEHTIB, a B3a€EMOJIIOTb BOHM MDK CO00K0 y BM3HAuYeHi YacoBi
iHTepBay, y IEBHIl MOC/TiJOBHOCTI Ta KiIbKICHUX CIiBBiHOIIEHHAX.

[InTaHHA MOMapHOro “po3mi3HaBaHHSA e/IeMEeHTIB MiX c0601o,
a TaKOXX, IXHBOTO YaCOBOTO OPTaHi3yBaHHs € He BUBUEHUM. Ve mouryx
KOJIMBHUX QHAIOTIB, SAKi € “3py4HMMM’ 4YacOBMMU MapKepaMu IIpU
peaiisanii IeBHOI NpPOLEAypU YU IPOLESYP ONHOYACHO Ha pi3sHMX
PiBHAX OpPraHi3yBaHHA XXMBOI CUCTEMML.

Ha puc. 6.5 nogaso rpadiunuit aHamor 6ionorivHol cuctemn 3
MapKepHUMU 30HaMM.

Ha upomy pucynky (puc. 6.5) 300paxkeHO pAuHaMiuHi
xapakTepuctukn Xn., 6iomoriuynoi cmcremm, ska Bxaodae E.., Ha
MIPOMDKKY 4acy tni.. Toukm A; Ta A, By Ta B, € MapkepHUMM 30HaMM
s enemeHTiB E, Ta Es i Bigmosimao E; Ta E;. Lli 30HU € curaamom mist
B3aEMHOTO poasmisHaBaHHA (A1AAz), (BiAB;) i manpmioi momapHol
B32a€MOJIil 3 YTBOpPEHHAM HOBUX e/eMeHTiB E; Ta Eq.,, AKi BOMOAIOTDH

HOBMMMU B/IaCTUBOCTAMIU.
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1]

Puc. 6.4. InTerpania piBHiB oprasisalii B XXUBiJl cucTeMi Ha OCHOBi TpiafHUX
B3aeMOfill, me I — Monekynapumit piBeHb; II - piBeHb HaZIMONEKYIAPHUX CTPYKTYP

(opranen); Il — kIiTMHHNIL PiBEeHb

Puc. 6.5. [JuHaMi4Hi XapaKTepUCTUKY elleMeHTiB 6io/oriyHoi cucremu 3

MapkepHumy 30Hamu (A1 ta Az) i (B ta Ba)

OtTxe, MOXXHa BBaXaTy, IO Taki TOMApHiI B3aeMOfil
BifOyBalOTbCs 3 IIEBHUM HabOOPOM e/leMeHTIB y pisHi MPOMDKKM 4acy,
YTBOPIOIOYM HOBi KOMIIOHEHTV 3 HOBMMM BJIACTMBOCTAMM, fAKi Aaii
IIYKAIOTh CBOIX “TIapTHepiB” Ha OCHOBI MapKepPHOTO HMPUMHIMIY i T. J.

CxeMaTMYHO Iie TI0Ka3aHOo Ha puc. 6.6.
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Puc. 6.6. CxemarnyHe 300paKeHHA B3a€MOJii y MEBHMX YaCOBUX iHTepBamax

(MapkepHMX 30HAaX) KOMIIOHEHTiB CKJIagHOI cucreMy (MpoleciB 3 OZHAKOBUMMU
KOJIMBHUMU TTpOdinsimm)

Tpeba s3asHaunTy, [0 MapKepamMy MOXYTb Oyt abo meBHi
4acoBi iHTepBamy, ab0 II€BHi YacTOTHI XapaKTepUCTUKU KOIMBHOTO

IIpOLiEeCy, abo Ppe30HaHCHI B3aeMOZil MK KOMIIOHEHTaM, abo meBHa
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CYKYIHICTb (aKTOPiB, sIKi 3yMOB/IIOIOTH IIOIIAPHY B3aEMOJiI0 BUOpaHUX
KOMIIOHEHTIB y IIeBHMII Jac.

Posrnanytnit y po6ori mipxim fa€e MOXIMBICTb ROCTIANTI
BioMi y 6ionorii ¢eHOMeHN, SIKi YaCTKOBO BMBYEHi eKCIIEPVMeEH-
TaJIbHO, HAIIpMKJIaL, (bepMeHTaTMBHmZ KaTaJIi3 941 eKOJ/IOTiuHi CCTeMM,
i1 aHajmitTmyHo ix ouintoBatu ([I.I. Canarypcekmii, 2001; JI.I. Cana-

rypcekuii, 1997).

6.2. MaremartuuHuli nigxig
go iHTepnpeTauii CTpyKTypu
| pe2yAsITopHOI B3aEmogii
gUHaMiYHUX napameTpis,
SIKi ONUCYI0Tb CTaH 06’ekTa

B NeBHOMY iHTepBaAi yacy

OmvH 3 WWIgHUX METONiB HOCTiIKEHHS
OiolOriYHMX CUCTeM TIONATa€ Yy BMBYEHHI peakuii cucreMu Ha
obyproroui aii (T.H. Benzieger, 1961). Ilpore ciin migkpecauty, Ijo
3TiHO 3 JiTepaTypHUMU JaHVMU, YIIPABJIiHHA i pEry/NOBaHHA B PisHUX
CUCTEMAX IIEPEBAXHO  OINMCYOTb 32  [JOIOMOTOK  JiHIMHMX
nudepeHLiaTbHNX piBHAHHD a00 BOHM CTAlOTh MOAIOHMMMK [0
HemiHiHNX cucreM y Bumapky niniinaux (E.E. Cenbkos, 1971).
BopHowyac 6araTo 3aKOHOMipPHOCTeJ 30BHILIHBOTO i BHYTPIllIHBOTO
BpiBHOBO)XEHHA CKIaJHUX CUCTEM MOJKHA JOCII/KyBaTM Ha MOZei
Em6i (W. Ashby, 1960). Broxu i€l cucremyu nos’ssani Mk co600

TaKMM 4YMHOM, IO OOypeHHs, sKe 3MIiHIOE CTaH OJHOTO 3 HIX,
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COpUYMHAE 3pYLUIEHHSA B IapaMeTpax IHIINMX, AKi KOMIIEHCYIOTb
00ypeHHs, 1 3HOBY IIepeBOJATD CUCTEMY B CTa0Oi/IbHMIT CTaH.

JJOMiHYI0OUMM METOMOMOTiYHMM MPUHLUIIOM MOMIENTIOBAHHSA B
6iosoril Ha CPOTORHIIIHIN TEeHb € TaKa JaHKa: eKCIIePUMEHT—MO/e/Ib—
teopiss (}0.T. AuromoHoB, 1977). ExcriepuMeHTanbHi (akTy HAIOTH
3MOTy Ha30MpaTy IeBHY CYKYIHICTb 3aKOHOMIPHMX 3MiH, SIKi 11 CTal0Th
00’€KTOM JJOCTIi/[)KEeHHs. Y3aralbHeHHs 3HaXOAUTb CBill BUpas y mesKiit
cucTeMi rinoTes, je HalBUILOI0 TOYKOIO abCTparyBaHHs € Mofenb. [ls
ONNCY CK/IAJHUX CUCTeM MOXXHa BMKOPMCTOBYBaTM KOMOiHaIiliHi
Mogeti, AKi AB/IAITh 0000 CYKYIHICTb 3aCTOCYBaHHA MaTeMaTUIHMX
METOfiB, Pi3HMX 3a BIACTUBOCTMU 1 MPUPOAOI0, TOOTO BUKOPUC-
TOBYBaTM pi3HMII MaTeMaTU4YHMII amapaT Ha KOXXHOMY 3 eTalliB
JOCTI/PKEeHHs, BPaXOBYIOUM TiZIbKM HEOOXITHICTD YSTOMXEHHS MiX
BXOZIOM i BUXOJIOM 3’€[JHAHVX €JIEMEHTIB y pa3i I00yJ0BY y3araJbHEHOI
MOJIei.

[ToTpiOHO BiA3HAYMTH, IO B OMMCI CKITaHUX CUCTEM MO>K/INBA
HasABHICTb iepapXii MojieNIeit, ie, 04EBU/IHO, HAMTHVDKYMM PiBHEM € OIINC
crany enemeHTiB (JI. Bepranandu, 1969).

[Tepiumii eTann MOJe/MIOBaHHS HOJIATAE B OTPUMaHHi iHpopMarii
IIPO CTaH e/leMeHTiB (6e3nepepBHOI i AMCKpeTHOI) i gocmimkeHHs ii 3a
TOIIOMOTOI0 METO/IiB IEBHOTO KJIACY.

Y pasi Husbkoro cremeHs pAuckpermsanii iHdopmaniitHoro
BEKTOpa, 10 OINCYE IOBEiHKY €/IeMEHTY, BUKOPUCTOBYIOTb
intepnomaniitni merogu (B.A. Iemuposud, 1970) s oTpMMaHHSA
3a[0OBi/IPHOI KIIBKOCTi NPOMDKHMX Kpamok. Meropm iHTepmonAnii

GyHKLiT MOXHAQ BUKOPUCTOBYBAaTM IIpM  BMBYEHHI KiHETMKM
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(dbepMeHTaTUBHMX TPOILIECiB, KOMM HEOOXITHO MOCTIAUTU IIBUAKICTDH
peakiil y BY3bKOMY IIPOMDKKY 4acy 3 JalIblIMM OOYMC/IEHHAM
KoeQillieHTiB Ta iHIIMX XapaKTepUCTUK Yy CUCTEMaX, AKi OMNCYIOTb
(bepMeHTaTUBHY CUCTeMYy fK TPV BUKOPUCTAHHI METOJY CTalliOHapHUX,
TakK i HecrauioHapHMX KoHUeHTpawiit (4. Yonrep, 1969).
3aBeplIabHMIT eTanm NOOYHOBM y3aralbHEHOI MaTeMaTWYHOI
Mofeni — Ile 3aCTOCYBaHHsA MeTORiB ifeHTmdikanii ¢yHKuin, Teopil
nofibHOCTI Ta IHIIMX MifXOMiB, WO [AlOTh MOX/IMBICTb 3’CYyBaTH
MIOC/TiOBHICTD B3AaEMOJIN MiXK e/leMEHTaMU, AKi BK/IIOY€EHI B CCTEMY.

Y cucremax, yTBOpeHMX i3 IIeBHOTO HabOpy eJeMEHTIB, €
B3a€EMOJli MDK HNMMM, a TaKOX CIPSAMOBAHICTb y “pO3BUTKY , TOOTO
3MiHa cTpykTypu i ¢pyHKuil B yaci (M. Antep, 1970). ITif yac po3BuTky
MOXe BifOyBaTUCS MepeMMUKAHHS e/IeMEHTIB CHUCTeMU B apeay iHIINX
ITigCUCTEM.

Bigomo, mo Oymb-sAKy CHCTeMy MOXKHa PpOSI/IAATH 5K
“qopHMil AMVK , B AKOMY HasBHi BXifiHi i BuxigHi Benmmumum (B.A.
Kymuk, 1966). 3aBpaHHAM cTa€e BM3HAa4YeHHA omeparopa "0, Axuii
IepeTBOPIOE BXifHI i BuXigHi mapamerpu. O4eBMOHO, CUCTEMA, SAKY
OIIICYE OIepaTop, Oyfe MOJAENII0 pealbHOro 00’eKTa, isoMopdHOI
JI0MYy 32 ITIOBEJiHKOIO.

3aBaHHA Bu3HaYeHH: “0” 3BOAATHCA O MOOYLOBY aITOPUTMY
A, 3a sxMM HeoOXiHO mpoBecTy TpaHcpoOpMalil BXiTHUX TapaMeTpiB y
BUXiTHi.

Knacuynuit muisix BU3HaueHHs omeparopa, abo TpaHcdop-

Martopa, YZO(X), 110 OXOII/TI0E Ha,[ISBI/I‘IaIZHO INPOKE KOJIO 3aBAaHb Yy

6ionorii, Texwini, comiosnorii, exoHoMini i T. iH., mpomonye Jlanre
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(O. Lange, 1962). Crmoyatky eneMeHTaM CUCTeMM 3afaloTh Taki
BIaCTUBOCTI:

— cepefoBUIlLe B3aEMOJIE 3 e1eMeHTOM E, 3yMOB/IIOI04M B HbOMY
CTaH 4iTKO meBHOTO poay. OKpeMi BUM TaKMUX CTaHiB OyAyTbh BXOZaMU
enemenTy E ;

- enemMeHT E BIUIMBae Ha cepefoBUILe, NPUITMAIOYM TaKOX
CTaHM IIEBHOTO POJY, HAIIPUKIIAJ, IIEBHY TeMIIepaTypy, TUCK; OKpeMmi
BUJIY TaKMX CTaHiB OyAyTh BUxofamu eneMeHTy E ;

- e/IeMEeHT Ma€ Xo4ya 6 OfyH BXif, i OfMH BUXiJ;

- CTaHM BXOZAiB OJHO3HAYHMM YMHOM BM3HA4YalOTh CTaHMU
BUXOB.

Y ornam He BKIIOYEHI “BUKIIOYHO aKTUBHI® 1 “BUK/IIOYHO
IIACUBHI~ eJIeMEeHTHU, OCKIIbKYM 6i0/IOriyHi CucTeMu HajleXatb JO TUITY
Binkputux (II. I'nencpopd, V. Ilpuroxmus, 1973).

Yca nponenypa ananisy sa MmerofoM JIaHre Beie 0 OTpUMaHHA

pany dbyHKiit:

(6.2)

o
TaKMX, IO p = ;
N
X,

i AIKi yTBOPIOIOTD iHTEIPA/IbHUI BUJI IIEPETBOPEHHA BEKTOpPa XB Y .
Hna omucy B3aeMofii MiXK e/leMeHTaMy CUCTEMM MOXXHA BBECTHU
NOHATTA  CTPYKTypM  CUCTEMM. Ajle  TakKmil NpUIIOM  CIif

BUKOPUCTOBYBAaTU TOMi, KOMM BifloMi BCi BXOAM 1 BUXO[M CUCTEMHU, 2
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TaKOXX 4YacTkoBo 1i cTpykrypa. Takmii migxis, fpe 3a Bimomoro
CTPYKTYpOIO CHUCTeMM MOXKHa ii QopmamisyBaTu [Id 4HUCTO
TEOPETUYHOTO JOC/Ii/[KEHH, Ha3MBaOTh (PeHOMEHOIOTIYHIM.
Hocnimxyroun  6iomoriuni  cucreMy 3a  NPUHATEXKHICTIO
e/IeMEHTIB [0 IIeBHOTO K/Iacy, MOXKHa BK/IIOUUTM B OHNC OYAb-AKy
KiZIbKiCTb e/leMeHTIB HampaBieHol [il Ha peamisaliifo OMM3bKMX 3a
3MicroM ¢eHoMeniB. Tak, 3a MOHATTAM iHTerpauii MeTabOTIYHMX
cucrem (KA. Kaduann, A.I. Manenkos, 1976; B.I1. Ckymnaues, 1972)
OIVIC y TePMiHaX MaTeMaTVKU Ha PiBHi KIiTMHM MOXXHa IIPOBOAUTH i3
3aJIy4eHHAM yciel Bigomoi indopMalii mpo cTaH KITHHM, BKIOYA0UYN
Oioximiuni, 6iodismuni Ta iHmI mnapamerpm. Bmache, HabmKeHO
OIVCYBAaTH MO>KHA 33 TaKOI CXEMOI0: Hexail meraboriuHa cucrema B,
sKa CKIAJa€Tbcsd 3 M eneMeHTiB (i = 1, 2,...., m), Bojlofie QpyHKIIi€0
Bigryky X (t) Bigomo, mo O6impuicTe BHYTPINIHBOKTITMHHMX
IMpoLEeCiB IPOXOANUTb y KONMBAJIbHOMY PEeXUMi i AKUMOCh 4MHOM
B3aemopie Mk coboro (J.W.S. Pringle, 1951; II. I'nencnopd, U. Ilpu-
roxud, 1973). MoyxHa onucaT¥ TakKi BUIIAgKM B3aEMOJii MK

konmuBanbHuMH eneMeHTamu ([1.1. Canarypcepkuii Ta iH., 1978 ),

x()-2..() x()-T.() (63)

e x, (t) q)YHKI_[ﬁ BifiryKy eneMeHTiB E,.
IIpm 3sMmimlaHMX omepaTropax B3aeMOJil MK OCHMIATOPaMU

Ma€EMO

X(t)zﬁxi(f)+§xi(f)§i=1)2,---M—1)m- (6.4)
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Hani Oymyemo mneBHy cucreMy imeHTM@ikanii, y Hamomy
HPUK/Ia[i BUKOPUCTOBYIOUM IIOHATTS B3a€EMOKOPE/ALIMHUX (QYHKILIN
(B.J. I'pybos, A.I.ViBaxHeHko, 1966) 3i BciMa MOXUIMBUMM IXHIMU
KoM6iHarisMu. Ha migcTaBi 1boro Mo)kHa MOOyAyBaTH ILIYKaHY
CTPYKTYpy cucremm, mo sABnAe coboro “rpyby mopens” (JI.J1. Cana-
rypcokumit, E.A. Torima, 1980).

Taxuit LUIAX OIPUBOAUTD IO CTPYKTYP, SIKi MOXKYTb 6araTo 110
MiJKasaTy y pasi BMBYEHHA MEXaHi3MiB peryaroBaHHA B KIiTMHAaX, a
TaKOX y BMBYEHHI IpOIleciB TreHepyBaHHsS IeBHOI YHKIIi >XUBUMMK
CUCTEMaMIL.

PasoMm 3 num migxosoMm € HM3Ka 11 iHINNUX, AKi MOXYTb 6yTI/[
3acrocoBaHi B omuci 6ionmorivanx cucreMm (B.M. I'mymikos u ap., 1978;
T.A. Konotenko, 1978). IIpote 1e Mopesi I/106a/IbHOTO XapakTepy, sKi
JAI0Th 3MOTY pO3I/IAZATH 6i0/IOTiYHY cuCcTeMy i3 3ara/JbHilIMX TO3MUIHIL.
IHOAI BpaxoOBYIOTb i JMHaMi4Hi XapaKTepPUCTUKY, 1O OMNCYIOTb CTaH
OKpeMUX e/IeMeHTiB, X04a B I[bOMY pa3i OepyTb [0 yBaru IepeBa)KHO
CTPYKTYpPY BXXe BifjoMOro (eHOMEeHy, a JOCHIiKEeHHA IPOBOJATH Y
IUIaHi BU3HaYeHHA JIoro noBeninkoBux Biaactusocreit (B. Hess, 1972; E.
Cenbkos, C. [IbIHHUK, 1976). ¥V 11bOMy acIieKTi € TAKOX 6arato pobir, B
SAKUX HOCTIIPKEHO XapaKTepucTuky ¢epMeHTaTMBHUX cuctem (M.J.
I'y6anos, A.A. Yren6eprexos, 1978) moyo iXHbOI CTiMIKOCTi, MOX/IMBOI
MIOBeliHKM Ha IIeBHOMY ITPOMDKKY 4acy.

BukopucroByo4n 1ji MeTOAM, MOXKHa OINMCYBaTU BXXe BifjoMi
CTPYKTYypM 3 YaCTKOBO IIEBHMMM B3aE€MOJiAMM MDK IXHiMUK
e/IeMeHTaMM, 110 3a3BUYall IMPUBOAUTH NO CUCTeM AudepeHIiaTbHIX

PiBHSAHB, AyXe 4acTo HenmiHilHuX. HaliBaxmmBimmm eranom po6oTn B
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wia"i ¢opmanisanii 3aBHaHb € OTPUMAHHA CTPYKTYpHOI Mofeni 3a
HAsIBHOIO MOJE/UTIO i 32 ofiep>KaHoI0 B Hociifgax iHdopmaiien mpo ii
CKJIaJIOBi €JIEMEHTMU.

Otxe, 0OMiH peyoBMH B eMOpiOHaTbHOMY PO3BUTKY TBapyH,
JI0TO 3B’5130K 3 iOHHMM TOMeoCTasoM i audepeHIiIOBaHHAM KIIiTUH €
OZIHI€I0 3 aKTya/lIbHUX IIpo6yeM cydacHoi 6ionoril. IIpore HU3ka nuTaHb
BCe XK 3a/IMIIAETHCA HEJOCTATHLO BMBYEHOMW. Le, 30KpeMa, cTocyeTbcs
3’ACyBaHHA poOli TOpPMOHIB i fAesakux ¢isuko-xXiMiYHMX QakTopiB y
perylToBaHHI paHHbOro emOpioreHesy i pudepennianii kriTus,
HOCTI/PKEHHI ~ B3a€EMO3B’A3Ky  BHYTPILIHbOKIITMHHUX  IIPOLieciB
MeTabomi3My i CymyTHIX paHHbOMY eMOpioreHe3y TBapMH 30BHIIIHIX
Iilf, 3 MOTeHLiaNreHepyo4o cuctemoro. OKpiM TOTo, HEMa€ JOCUTD
TBEPANX IIEpEKOHAaHb 11070 NIPUYETHOCTI o NpoLeciB
BHYTPIIIHbOKJIITMHHOTO MeTabo/i3My JOHHOTO TOMeOCTasy KIITHHIL.
Opnak Ha mifcTaBi siTepaTypHMX JaHMX MOXKHAa BBaXKaTy, IO
TOPMOHA/IbHE PETyII0OBaHHA B KIITMHI 3JiJICHIOETbCA BX€e Ha
MIOYAaTKOBMX eTallaX PO3BUTKY TBapMH i Ma€ BiJHOLIEHHA HO Pi3HMX
NPOLIECIB  KUTTENIAIBHOCTI  KIITMHM, 30KpeMma, [0 1i JIOHHOTO
roMeocTasy, a uepe3 HbOro — jo reHepysanHs TMIIL 3a gomomororo
TOPMOHAJbHUX BIUIMBIB Ha JKMBY CUCTeMY IHKOMM BJIA€ThCSA
“posmisHaTi” OKpeMi JIAHIIIOTY PETYIATOPHUX CUCTEM, OCKITIBKI 4acTo
TOPMOHM Pi3HOI IPUPOAM BOJIOAIIOTH MPOTUIEKHO HaIpaBIeHUMMU
edextamy, 110 BUABJIAIOTHCS Ha OGHOTUITHUX JIAHKAX Y XKUBI cucTeMi.
Y pasi mocmifkeHHSA KOMIUIEKCY CK/IQ[[HUMX B3a€MO3B’A3KiB BUMHUKAE
norpeba BUKOPUCTOBYBATM MaTeMAaTHYHUII amapar, KUl A€ 3MOTy

no6yayBaTy iXHIO 3arajibHy CXeMy.
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6.3. 3acobu i meTogu aHaAi3y
pe3yAbTaTiB, OTPUMaHUX

nig Yac ekcnepumeHTy

OCHOBHOIO B/IACTUBICTIO JOCTIIYKYBaHOTO
610/10Ti9HOTO 00’€KTA, € 10r0 PO3BUTOK, &, OTXKE, IIAPAMETPH, 3a AKUMMN
OIVICYIOTDb JIOTO CTaH, MAaIOTh HeCTalliOHapHMII XapaKTep.

3riguo 3 pmanmmu niteparypu (B.II. Boxkosa i1 iH., 1974) i
Hammmx pocaimpkens (C.U. Kycenp u gp., 1980; [I.J1. Canarypcpkuii,
1983), 3mimam TMII BracTuBMII KOMMBHUII XapakTep, TOMY
CTaTUCTU4YHe OOpOOJIeHHS pe3ynbTaTiB MoTpedye  CIHelia/IbHOTO
nigxony (E.A. T'oiiga u np., 1974).

Hexai1 BifoMo [eKinbKa IapajielbHUX OFHOTUIIHMUX peasi3alin

(B Hamomy npuknazni — smiay TMII) y waci. Onmmremo ne Ak:

-

X 1(T )=x 01 (). x 02 (t):x 03 (£)5 x on (t)

X, (T ):x 11 (t):x 12 (f)x 13 (£ )5 x4, (1)
¥ . (6.5)

\

g OTpMMaHHA KOXXHOI TOYKM KPWMBOI BUKOPUCTAHO IifXifl,

ommcanui y Hamiit po6oti (E.A. Toitma n np., 1974).
Tak, 06 OTpMMaTK IIEpUIy TOYKY [xm(t)], Ha mijcrasi cepii

CIIOCTepeXKeHb, onmcannx Gopmoio (6.5), HeoOXigHO:

)=, m. (6.6)
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I'pannui 3MiH [OCTiXKyBaHOTO IOKa3HMKA Tco(t) B IIeBHUI

MOMEHT 4acy OymyTb:

Ax()max(t): [xilmax(t)_xo(t)]
Bxon() = [lemin(t)_xo(t)] ' (6.7)

AmnaroriuHi omneparii po6/ATh i3 pemTor MOCIiJOBHICTIO TOYOK,
KO 0OOB’s13KOBOI0O YMOBOIO € 007k ¢ikcamii yacy mpy oTpuMaHHi
KO>XHOI TOYKH.

ITogi6Hi x oIepauil 3[ifiCHIOIOTh IJI1 MacUBiB, OJlep>KaHUX IIpU
i TOpMOHIB, aHTMOIOTUKIB 1 IUTOCTATHUKIB.

[l/1s1 3HaXOI>KeHHsI JOCTOBIpHMX a00 HEJOCTOBIpHUX BiAMiHHOC-
Tell y eKCIIepMMeHTaX MOJKHAa BUKOPUCTATY CTaHIAPTHI IpOrpaMu, AKi
JA0Th 3MOTrY IipaXxOByBaTH He Ti/IbKM BiMiHHOCTi MiXX KOHTpOJIEM i
Ii€ro, ajne i Mi>K OJHOTUIIHVMM BIUIMBAMU Pi3HOI CHJIN.

Ockinbkyu B po60Ti BUKOPUCTOBYBIM Pe3y/IbTaTH JOCTiKEHHA
TMII y cepemoBuiax, 1o MicTATb KOMIIOHEHTH, SIKi MOXYTb BIUVIMBaTU
Ha OKpeMi /TaHKM MeTabomi3My, To 6y/1o IikaBo 3’ACyBaTu B IepUIOMY
HaO/IVDKEeHH] B3aEMOBITHOIIEHHA MDK JeAKMMM IpoliecaMy MeTaboi3-
My KIiTMH, a TaKOXX MDK BVBYEHVMMM B IMX yMOBax OiodismaHumn
ITapaMeTpaMIu.

Hanpuknan, BukopucroyBamm mipxix ([.I. Canarypcpkuii,
O.A. Toiipa, 1980), xonu 3a eJleMEHTapPHUMY CUCTEMHUMI MO3ULIIIMK
Oy/l0 y3araJbHEHO TIIOHATTS IPO BJIACTUBOCTI CHUCTEM, a TaKOX
POSIJIAHYTO 3aBJAHHA BiTBOPEHHA CTPYKTYpU CUCTEMM, 1[0 T€HEPYE
[IeBHY B/IaCTUBICTb 3a HAOOPOM XapaKTepUCTMK eneMeHTiB. OTxe,

nepen6aueno Habip enementiB Ei, E,, Es,..., E.. IloTpi6bHO BigTBOpUTHK
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CTPYKTYPY CUCTEMU, BUKOPUCTOBYIOUM XapaKT€PUCTUKY €JIeMEHTIB. 3a
CIIiBBi/JHOIIEHHAM 11 0OUMCIIEHHS B3a€MOKOPeIALiHOI QyHKIiT

] T-T
T)=— |x\t)yt +THt
Ry = T ey
Ta 3 YypaxyBaHHAM IIOBHOI mapHOi KoMOiHaIil XapaKTepuCTUK

€JIEMEHTIB, OTPUMAEMO:

z

Cn Ry, ()= fz gradp (7), (6.9)
Cn
me R t) — 3HAYeHHsA B3aEMOKOpEIALINHOI (QYHKIIT; x(t) i
Xi)j
y(t + T) — TUMYAacOBi XapaKTepUCTUKM eneMeHTiB E;, 1m0 BXopATh y
CUCTEMY.
3a cniBBigHOLIEHHAM (6.9), MOXXHA IOOYAYBATU KOPETALITHMI

npodinb, ofep>KaHUI IIPU PO3PAXYHKY iny‘(f ) BCiX MOXX/IMBUX
j

KoMO6iHanii xapakTepuctuk E;, 1mo BXoasTh y cucremy (puc. 6.7).
[Tpukian 3 MOBHUM 36iroM ycCix MakCUMyMIB — ifeanbHMIl [/
PO3paxyHKy KopenAliiHoro mpodimo, if, omke, T — const (puc. 6.8).

BuxopucroByioun 3HaueHHA R (T) opu T, T, i T.A. (puc. 6.7),
xi)j

OTPUMAEMO HM3KY CTPYKTYP, 300pakeHuxX Ha puc. 6.9. Tyt posrisaHyTo
KOMOiHAaI[iI0 3 YOTUPBHOX e/leMeHTiB. SIK BUIHO 3 puc. 6.9, [ist KOXXHOTO
(ikcoBaHOrO T € IeBHa CTPYKTYpa, TOOTO MOXKHAa TOBOPUTHM IIPO

“posBurox” cucremn B 4aci. CTpykTypy, 300paxkeHy Ha puc. 6.9,

BBa’XKalOThb q)iKCOBaHOIO, OCKIiZIbKM BCi MaKCI/IMYMI/IR (T) HaJ/Ie>KaTb
xi)j

Zi0 OJTHOTO T.
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Rxx;

] ;
| Rx,x, max (Cat,)
|
1

r

R X, Xgmax (Tat,)

R x xgmax (Catt
.

- R x, X, max (t-Tul
T

R x x mox (r=T,)

Puc. 6.7. Kopenauiitauit npodinb, ogepixaHuil IIpy po3paxyHKy BCiX MOXK/IMBUX
KOMOIHALIiiT /11 YOTUPbOXeTIEMEHTHOI CUCTEMM
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Rxxymex )

| T

R x,x, max (v-7,)

I _ T
Rxxymax (1)

j =~ =

—

R x x,mox (v-5)

| T
R xyxymax ¢4,)

*'i(

Puc. 6.8. IneanpHuit HpUKIaf pO3paxyHKy KopenswiitHoro mpodimo s

‘{OTI/IpbOXCHeMeHTHOi CUCTEMU

AHAJIITMYHO TaKi CTPYKTypM MO>KHA OIMCAaTH MAaTPULAMU

cTaHy ckmagHoi cucremu (6.10),

nie inyj(Tz)max1>inyj(Tz)max)"'>1<xiyj(n<)ma,k.

KOMHOHeHTaMI/I Man]/[Hi CHY)KaTb 3HAYECHHA R (Tk )max Y
xXiyj K

HOPAAKY 3pOCTaHHA T ( mepumit pAnok ). KoxkeH cToBmenb MiCTUTDH
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3HAYeHHsS KOpe/IALiHUX (QYHKIi 3a IpajieHTOM 3MeHIIeHHs IXHiX
abCOMIOTHUX 3HA4YeHb Y BifNOBIHMIT MOMEHT 4acy T I IEepIIOTO

CTOBITYMKA — Ty, A/I JPYTOTO — Ty, i WA K — Tie.

y 4 2 3
p~ ~
2] 1) U

2} [}
k) ~
e 2 4

Puc. 6.9. Crpykrypu, ki BignoBimaloTb KopenAuliiiHMM HpodiraM, o

300pakeHi Ha puc. 6.7

/ 21

J P9

Puc. 6.10. Crpykrypa KopensuiitHoro npodiso, 306paxeHoro Ha puc. 6.8

(T1 )maak ..-:inyj(ﬁ)maah IIePIIOTO

3a 3HayeHHAMUM R .
Xz)’j

CTOBIIIA 6YI[Y€MO CTPYKTYpPY CUCTEMU /11 MOMEHTY T, €JIEMEHTU AKOI

OINCYIOTbCs  Oe3lepepBHMMM  (YHKIiAMM, IIO HAIOTh  3MOTY

po3paxyBaTu BCi KOMOiHaI[il B3aeMOKOpeNALiHMX  (yHKIiiL.
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AmnasoriyHo uMHMMO i 3 iHmMMM cToBnuAMMU. IIpu piBHOCTI 3HavyeHb

R ,(Tk )muxK i R

le]

(T ) XapakTepHe PO3Taly>KeHHS
xz)/] k muxK+1 p p p Y

CTPYKTypM a00 HasABHICTb 3BOPOTHMX 3B A3KiB y Takiil cucremi. ¥ pasi

Tlmax = T2 max (Bci MakcuMymm KopenALitHuX QyHKIiN BignosizaloTh

ofHOMY (DiKCOBAaHOMY 3HAUeHHIO T) MO>KHAa TOBOPUTH IIPO HAABHICTb
€VHOI KOMITO3MIIil e/leMeHTiB, AKi reHepyTh NeBHy (YHKIIiI0 Ha BCix
NIpOMiXKKax Il BUBYEHHA.

P,;,y;. (?.-}m;, 5 E’-’i"i (rajmut, T "?-'.'j}' (r;t)‘“":

'P‘-‘b‘;' (‘r,},,,“‘ 5 P;,.” {f;}m‘, e A)l.g; ({'..}m-r‘

P_r..%. {2‘,)',,.“,” )?J.-z- (2;},.,.,“ i Px.-y; (}"/m.r.

(6.10)
ManI/IH}I CTaHy CTPYKTYpU Ma€ BULTIAN:
inyj (Tl )maxl,
iny . (TZ)maXZ,
j (6.11)

r,, ()

xij maxk

i ABIAE COO0I0 BEKTOP-CTOBIIELb.

Brnactusictp (6.11) BUKOPUCTOBYIOTD /ISl TIepeBipKM TOYHOCTI

OHOTUIIHOI ITapajie/IbHOI peamisanil. Ko Bci MakcuMymu g (T)
xi)j

BiIIOBial0Th OZHOMY (PiKCOBAaHOMY T, TO MOXKHA OLIHUTM TOYHICTb

BUKOPUCTOBYBaHOTO METOJY, CTYIIiHb CTal[ioHAPHOCTi JOC/iIP>KYBaHOTO

ABUIIIA.
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Taki cTpykTypm € sAKiCHUM eTanmoM fad  OIiHEHHA
B3a€EMOJIIIOYNX €/IEMEHTIB i PKepenoM WIA CKIaflaHHsA MAaTeMaTUYHMX
Mofiefiell 3 KiIbKiCHMM IXHIM HOCTIIDKEHHAM. YCi PO3paxyHKM 3a
3aIIPOIIOHOBAHOI0 CXEMOI0 IIPOBOJVMIM Ha €lIeKTPOHHO OOYMCIIIO-

BaJIPHMX 3aC00axX Pi3HOI MOTY>KHOCTI.

6.4. AOCAIgOKeHHs1 gUHamiKu
npouecis: KopeAsiuiiHui
| CneKTpaAbHUl aHaAi3u YacoBuX

pagis

binpmicte  MeTofiB  aHami3y  [MHaMIKK
IpOLeCiB 3aCHOBAHO Ha IpPMIYIIEHHi, IO 3MiHM Yy 4Yaci pisHMX
IIOKA3HMKIB MOXXHa pO3I/IANAaTM SAK CTalliOHAapHUII BUIIAJKOBUN
mpolec, sikuit Bonopie eproguynumu Bnactuoctssmu (H.B. Mromesa n
ap., 2001; H.A. Xosanosa, M.A. Xosanos, 2001). Ilig BumagkoBum
IIPOLECOM PO3YMiIOTh IPOLEC 3MIHM CTaHY [eAKOI CUCTEMM B Yaci, 1110
HiIKOpA€TbCA VIMOBIpHICHMM (CTaTUCTMYHUM) 3akoHaM. Ilepexin
CUCTEMU 3 OFHOTO CTAaHy B iHIIMI € BUITAJKOBOIO IOJI€I0, IO 3arajoM
3aJIeXXNTD Bifl yChOTO MOIEPETHBOTO Iepebiry mporecy.
3aBOaHHAM  HAIIOTO  [JOCTIIHKEHHS  CTaJl0  BUBYEHHSA
0araTOMipHOTO BUIIAJKOBOTO IIPOLIECYy, SKWUIT OINCYETbCs OaraTbma
mapaMerpamm. PosmoumHaoum Ije JOCTipKeHHS, HeoOximHO O6yro
nepenOaunT HacaMiepeq Bifbip eKcIepUMeHTaTbHUX [JaHUX SK
BUXIZHUII MaTepian J[ad PO3PaxyHKiB YacCOBMX XapaKTEPUCTUK

HOCTiIKyBaHMX mpoueciB. O6’ekramm aHamizy Oynum IOCIiIOBHI



282

3HaueHHs pisHuX QisuKo-XiMiYHMX Ta MeTabO/NiYHMX IIOKA3HUKIB
3apojKiB B'IOHA Ta LINMOPIEBOI >kaby, BUMIpPAHI y AUCKPEeTHI MOMEHTH
qacy - 4YacoBi pAgu. SKIIO OZHOYACHO PEECTPYIOTh JeKilbKa
XapaKTepUCTUK MPOIiecy, TO JeTbCs NMpo OaraToMipHi 4acoBi pspn.
MHOXMHY 3HaueHb KoxkHoro pamy X(t;), ..., X(t,) posrmsapmamm sk
CYKYIIHICTb CHOCTepeXeHb Haj AeAKMM 0araTOMipHUM KOMIIIEKCOM.
Jna KOXXHOTO 3aBIaHHA pAAM [AMHAMIKM TPYNYBalIM 3a CIIJIBHOIO
JacOBOI0 OCHOBOIO Ta Mif0Mpany OfHAKOBMII iHTepBan 4yacy Af Mix
cycigHiMM BuMipaMu, fKi nmosHadamu cumBonamu Xo Xi, Xo ..., Xi
tomo (M. Kenpan, A. Crproapr, 1976).

Mertoro aHaji3y 4acOoBUX PAMIB € BU3HAYEHHA XapaKTEPUCTUK
IIPOLIECY, AKOMY HaNeXXUTh 4acoBmii pAp. e o3Havae, mo Ta 9u iHma
XapaKTepUCTHKa Ma€ BifisepKaioBaTyi BIACTMBOCTI He OKpPeMO B3ATOI
peamisamii, a BCbOrO CTAaTUCTMYHOTO aHCAaMOII0  peasisaniit
BUIIAIKOBOTO IIpoliecy. BusHadeHHs OYAb-sKOI XapaKTEPUCTUKM MA€
BK/IIOYATV OIlepaliilo OOYMCIeHHA cepefHIX 3a aHcaMbjeM 3Ha4yeHb.
AJte y>e BaXKJIMBUII K/Iac MPOIIECIB, SIKi MOXKHA OXapaKTepu3yBaTH, He
BOJIOAiI0YM CTATUCTUYHMM aHcaMmbOieM. Lle T. 3B. eproguyti mpouecn.
BracTuBicTh €progMYHOCTI € NPUHLIUIIOBOK Yy METOJaX aHaji3y
4YacoOBUX PALIB 1 O3Hayae€, WO BCi CTaTUCTUYHI XapaKTEPUCTUKI
IIpoLleCY MO)KHAa OTpMMAaTM Ha OCHOBI BUBYEHH:A OfIHI€Il pearisanil
BUITQIKOBOTO IIPOIieCy, SKIIO IIPOLeAypy OOYMCIEHHA CepelHiX 3a
aHcaM6j1eM 3Ha4YeHb 3aMiHMTHU ycepefHEHHAM 3a dacoM. OTxe, mA
MaTeMaTUYHOTO aHa/li3y AMHaMiK/ TOKa3HMKIB Ba)K/IMBe 3HAaUEHHS MaB
06’eM Bubipky abo MOBXMHA PsAAY, TOOTO YUCIO 3HAYeHb KOXKHOTO

nokasHuka N.
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IlocnimoBHiCT  4acOoBMX  3HayeHb Pi3HMX  IIOKa3HUKIB,
HaNpMUK/Iafl, AMHAMiKa TPaHCMEMOPAHHOTO IIOTEHLIay Yy LIBUIAKOCTI
IOIMIMHAHHA KVUCHIO, BKIIOYae y cebe cTaiioHapHi Ta IepeximHi
IpoLeCcH, 4 HeCTalliOHApHI 3MiHM, SKi MO>XXKHA OIMCATH AK:

x(0)=m()+u(s),

ae X(t) - excllepyMeHTaTIbHO OTpMMaHa peayisaris
HECTAlliOHapHOTO BUIIAJIKOBOI'O IIPOLIECY;

M(t) - pesxa perepMiHOBaHa (QYHKIifA, L0 BMU3HAYAE
HeCTalliOHapHY YaCTVHY aHa/Ii30BaHNUX JaHUX (TPeHH);

U(t) - peanisanis cTanjioHapHOTO BUIIAIKOBOTO IIPOLIECY.

Ilicna BupineHHdA i BuUJANeHHA TPEHAY 3 YacOBOIO pANXY
HecTaljjoHapHuX faHux X(t) aHani3 3BOAUTHCS [0 aHajIi3y cTalioHapHO]
cknanoBoi U(t) KMacMYHMMM CTaTUCTUYHUMM MeTofamu. Tpewp - 1e
IUVIaBHi 3arajbHi 3MiHM HEKOIMBHOTO THUIIY HpPOTATOM TPUBAIOTO
Bifjpi3Ky 4acy. K0 BUKIIOYUTY TPEH[ — 3a/IMIIAETbCA KONVBHUI PAL,
AKUIL MOXe B OHOMY pasi BimoOpakaTu BUIIafKOBi QrykTyamii, a y
OPYroMy — PUTMIYHMIT KONMMBHUI pyX. Lleil KOMMBHMIA pAJl NPUITHATO
HasyBaTu ocmwrAniero. Komm 3MiHM 3araJbHOrO piBHA HOCUTH
IIOBi/IbHI, TIOPIBHAHO MO AMHAMIKM, AKY OLIHIOIOTb, BUKOPUCTOBYIOThH
CTaH[JApTHMI MifXifl O MOCTiIKE€HHSA CUCTEM 3 IOBUIbHO-MiHIMBUMU
ImapamMeTpaMu. Y IbOMY pas3i IpPUIIYCKAOTh, IO Ha HEBEIMKNUX
IIPOMDXKKaX 4acy Ipoliec NpUOIN3HO MOXKHA BBaXKATM CTAlliOHAPHUM i
3aCTOCOBYBAaTM KJIACMYHMII amapaT aHajaisy [MHAMIKM IIpolLeciB
(H.A. XoBaHoBa, JI.A. XoBanos, 2001).

Y mpoueci mocmigpKeHHA [AMHAMiKM IIOKa3HUKIB MM 3acCToO-

COBYBa/IN CTaTUCTUYHI METOOMN:
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1. Po3paxyHOK aBTO- Ta KPOC-KOpelALiiHMX QYHKIiA, sKi
Q0T 3MOTY OL[{HUTM CTATUCTUYHI 0COOIMBOCTI BUIA/JKOBMX IIPOLieCiB
y 4acoBiit 06macri.

2. MeTop CHIeKTpaJbHOTO aHajli3y, 3a AKUM MOXKHa OXa-
pakTepu3yBaTH OCOOIMBOCTI IPOLEeCiB y 06/1acTi 4acTOT: PO3PaXYHOK
CIeKTpa MOTY>KHOCTI.

Ina BUABNIEHHA Ta  KUIBKICHOrO  OLIHEHHA  CTyIeHA
B33a€MO3B 3Ky MX 3HaYeHHAMU JIaHMX, SAKi PO3ZI/IA€ IIeBHNUI YacOBMIl
iHTepBas, 4YacTO KOPMUCTYIOTbCS HOPMOBAHOKI  KOPENALiiHOIO
¢dyHKIi€0, MO BimoOpaxkae 3alexHicTh koedilieHTa KopemsAuii Bix
BeIMYVHY 9aCOBOTO 3CYyBY.

Ao Ui 3HaYEeHHA JaHMX HAJIEeXaTh JO OFHOTO YaCOBOTO PALY,
TOfii 3a3HayeHY (YHKI0 BBa)KAIOTh aBTO KOPEJIALINHOI, a KON
Bubipka fuHaMiky mokasHuka X(t) Bigmosimae MoMeHTaM wacy 0, At,
2At, ..., NAt iixni snadeHHA piBHi X, X1, X3, ..., X, 1 pO3paxoByIOTh 32

TaKo GOpPMY/IO0:

N-n . .
1 kgo(xk _Mx)[Xk+n _Mx)
R, [”Af): Nonil Non 2 6.12
(Xk _Mx)
k=0
9
e KinbKicTh 4acoBMX 3CyBiB n =0, 1, 2, ... , M; M << N;

N — KiZIbKiCTb 3HaYeHb IIOKA3HMKA;

M - BubipKoBe cepelHE pAxY.
X
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HKHlo K Hi 3HAYC€HHA OJaHMX Ha/JleXaTb OO piSHI/IX YaCoBUX

paniB X(t) ta Y(t), Toni HOpMOBaHy KOpenALiiiHy (QyHKIIil0 BBa)XXAIOTb

N-n
> (Xk - M, ][Yh—n ’My ]
ny (nAAj = X 1/2
N-n+1 |N-n 2 N-n 2 6.13
kgo[xk -, | ;Eo[yk*” —My] ] :
KPOC-KOpeALiHO, 00 QYHKIIi€I0 B3aEMHOI KOpeJIsLlii, po3paxoBaHy
3a popmyoo:

dynkuii kopenAlii, a6o 3amexHicTb KoedilieHTa KopeAuii Bix
BeJIMYMHY 3CYBY, IpapivHO OMNCYIOTh aBTO- Ta KPOC-KOpeTIoTrpaMaMIu.
dopma KopemorpaMm Hece BaXIMBY iHQOpMalilo PO XapakTep
OVHAaMiKM IIpOLeCiB Ta € CaMOCTiIHMM IIapaMEeTpPOM OlLjiHEHHA
AVHaMIiKV IOKa3HUKIB. AHaJi3 Rw(nAt) y mmpokomy fianasoHi 3MiHHOI
nAt pmae 3Mmory OiIbLI [eTaJbHO MOCTIAMTM XapakTep AUHAMIiKn
IIOKA3HVKIB Ta BUSHAYUTY IePiof iXHIX KONMBaHb.

[Tonoxenna MaKCUMYMiB bynxii aBTOKOpeNANil
Bi/ITIOBi/Jal0Tb TAKOMY 4acOBOMY 3CYBY, IIpM SAKOMY BifOyBa€eTbcsA 30ir
IepiofjiB KOIMBAaHb ILIbOrO IIOKa3HMKA. KpuBYy aBTOKOpesALiiiHOI
¢GyHKIII MOXXHA NpOAHATI3yBaTH TaKMM YMHOM: AKIO IpK 3CYyBi Ha
IIEBHY KIJIbKICTb YacOBMX iHTEpBaliB CIIOCTEPIra€Tbcs MaKCUMYM, TO
JioMy BifillOBifa€e MOBTOPEHHs 3MiH IIOKa3HMKa 3 IeBHUM IepiofoM T
(piBHMIT BeyrumHi 3cyBy). Ille ofuH MakCUMyM, AKMIT CIOCTEPIraeTbcs
IIpY 3CYBi Ha iHIIY Ki/IbKiCTh YacOBYX iHTepBa/IiB (He KPaTHY MepIIOMY
3CyBy), O3HAa4yaTuMMe, IO € Ife PUTMiYHI 3MiHM IIbOTO IIOKa3HMKA 3
inmmm nepiogom T.

Haragaemo, mo xoedinieHT Kopenanil Moxxe HabyBaTu

3HaYeHHA Bif -1 go 1 i He 3aMeXWUTb Bif OAMHMID BMMipIOBaHHA
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nokasHuka X(t). IlpmyoMy, MakcuManbHe 3Ha4YeHHS KoediljieHT
aBTOKOpe/islii HabyBae Ha Hymi (3a OpakoM 3CyBYy). 3a/leXXHO Bif
BHYTDILIHBOI ~CTPYKTYpPU €KCIIEPUMEHTAIbHUX [aHUX ILIBUAKICTD
3MeHIIeHHA R.(nAt) Ha aBTOKOpe/OrpamMax MOXe iCTOTHO
3MIHIOBAaTNCD Y Pi3HUX Jialla30Hax 3a 3MiHHOIO nAt.

3a GopMOI0 KPOC-KOpeIorpaM MiK KOJIMBHUMMU CKJIaf[OBUMMU
pi3HMX IIOKAa3HMKIB MOXXHa BUKOHATM Takmii aHamis. Ilo-mepiue,
BUSABNUTY B3AaEMO3B'A30K MDK iXHiMM 3MiHaMM Ta OLHUTH, 3 AKUM
nepiofoM BiH BinOyBaerbcs. Ilo-fpyre, 3a 4acoM IOSBM Ta BEMINHOIO
HepIIOro MaKCUMyMY R,, MO>KHa po3paxyBatyu ¢a3oBi CliBBiTHOIIEHHS
MK npornecamu (yHnepepKeHHs Yy BilcTaBaHHSA OIHOTO Bif Apyroro), a
TaKOXX OLIHUTY CTAbiIbHICTh BUSB/IEHNX B3aEMO3B A3KiB y Yaci.

Ha BigmiHy Bif paHille po3IZAHYTUMX iMOBIpHICHMX METOAIB,
AKi Jal0Thb 3MOTY ONNMCAaTM CTATMCTMYHI OCOOMMBOCTI AMHAMIKM
IpoleciB y 4acoBill 0671acTi, 3a JOIOMOTOK CIEKTPaTbHOTO aHANi3y
MO>KHa OXapaKTepu3yBaTy YaCTOTHMUII CK/Iaj SOCTiIPKYBaHOTO IIPOLeCy
(vacoBoro psmy). Vloro cyTb mHonArae B PO3KIAaHHi CKIaJHOTO
IIpOIlecy Ha IIPOCTi MepiofANyHi CK/IafoBi (TapMOHIYHI KOMMBAHHA TUITY
CMHYCOIfu). AHa/li3 TEOPEeTUYHO OCHOBaHMII Ha IlepeTBOopeHHi Oyp’e.

[Ipsime meperBopenHss ®Pyp’e mae Ham crekTp yHKII, 110
OMVICYETbCS PiBHAHHAM:

1 + oo

F(f):— I X(We ™ tdt (6.14)

J2n

— o0

me X (t) - gacoBa pyHKLiA (FOCTImKYBaHNIT IPOIIEC);

- KpyTroBa 4acToTa, ® = 27 f;
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i — ysiBHa opyauus ((-1)7);
f=1/T, pe T — nepiofi KONMBHUX CK/IAIOBUX.

3BoporHe neperBopeHHsa Pyp’e mst omncy GyHKLIT crieKTpoM

Ma€ BUITIAL:
X(t) = 2?[a(a))cosw-t+ib(w )sinw-t]dt' (6.15)
0

Cnipg  Bif3HaumTy, WO [IA peanizanii  cranioHapHUX
BUIIAJKOBMUX IIpolieciB meperBopeHHs @Dyp’e HeMmae, OCKiIbKM He
BUKOHYETbCA YMOBa aOCOMIOTHOrO iHTerpyBaHHA. i  aHammisy
ocobnmBoCTelt BuIagkoBoro mporecy X(t) y dYacToTHi o6macti
KOPMCTYIOTbCS IHIIOI0 XapaKTePUCTUKOIO — CIIEKTPOM HOTYXHOCTI S(f).
Bipminnicts F(f) i S(f) y Tomy, mo F(f) BU3Ha4a€e aMIUITy{HWIT CIIEKTP,
a S(f) - enepreruunmit cnexkrp (H.A. Xosanosa, JI.A. XoBaHoB, 2001).

[TpaxTuyHi popmymu onucy QyHKIIl y BUIIARL CIEKTpa:
49
X, ()= 7 +a,cosw,t +a,cosw,t +..+a cosw,t (6.16)

X, (t) = b,sinwt +b,sinw,t + ...+ b, sinw,t, (6.17)
e w, =w, Xk — KpaTHI YacTOTH (rapMOHIKY OCHOBHOI 4aCTOTH).

To6T0 PyHKIIiI0 OIMCYIOTD 32 CYMOIO CHHYCIB i KOCMHYCIB.
Poskmamanua B pag Pyp’e GakTMYHO € KOMIUIEKCHOIO
BeJIMYMHOIO: Ma€ [iBa psARM KoedillieHTiB a i b, 1m0 y BeKTOpHIil cymi

[AI0Th MOAY/Ib C. SIKIIO Bupa3uTy QyHKIiIo Yepe3 KoedillieHT ¢, TOAi

a
X(t) = —0+ c,cos(w t+ ¢, )+c,cos(w,t+ (p2)+...+ckcos(wk + o, ) .(6.18)
2

Tobro B 3aralbHOMy BUIJIAAI YacoBY (YHKI[I0O MOXXHa

300pa3uTH TaK:
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X(t)zM(t)+:§21ckcos(wkt+gok)+s, (6.19)

me  M(t) - 6ixyde cepefHE 3HaUEHHS IIpOLieCy (TpeHn);

¢ ~ N(0;0)— 3ammmkoBi BigxwieHHa (moxmOka) omucy
aucKpeTHOI QyHKII X () 0OMe>XeHMM YMCIOM 4acToT.

Psap kxoedillieHTiB ¢x XapakTepusye aMIUTITY[AU IMepiOgMYHIX
CKJIQ[IOBMX, KBaJIpaTy Be/IMYMHY AKNX € €HEPTeTUYHUM CIIEKTPOM, a60

IepioflorpaMolo I[bOTO MPOIIECY:

lei|= a7 +07, (6.20)

me k=1..n/2- 3arasbHa KiIbKiCTh CIIEKTPATbHUX CK/IA/[OBUX;

b
P, = arctg—k (6.21)
ay

- ¢asn, 3 AKMMU BOHM BXOJATD Y CyMapHMII OIINC IIPOLECY.

EHepreTryHMil CrexTp, omMcaHmii psAfoM KoedilieHTiB C,f,
TOOTO Iepioforpama, 3acBiguye BKJIaJ KOXXHOI YacTOTM B 3arajbHy
OVHAMIKY TIpOLleCY, OCKiIbKM 3a TaKMM IIapaMeTPOM CIEKTpajbHi
ckimagoBi € agutusaumu (H.A. XoBanosa, J1.A. XoBanos, 2001).

3a aHajIOTi€0 3 aMIUIITYJHUM CIIEKTPOM, CHEKTP HOTY>KHOCTi
HepiofM4YHOr0 CUTHalmy 3 IepiogoM T € mHepiogW4yHMM Ta MICTUTD
6asoBy wacrory f =1/T i rapMOHiKH, TOOTO YaCTOTY CKIaJOBUX, KPAaTHi

OCHOBHIN YacToTi k-f, k =2, 3, 4,... .
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6.5. Cxema Ta eTanu
gOCAIgIKEHHSI gUHAMIKU
mMmeTaboAIYHUX | BioereKTpuYHUX

npouecis

ITicnsa BifOOpY eKClepuMeHTaNbHOTO Mare-
piany ouLiHIOBaMM Ta aHaTi3yBamy AUMHaMIKy ¢isMKo-XiMiYHMX IOKas3-
HMKIB 32 TAKOIO CXEMOIO:

1. IligroTyBaHHA JaHMX [0 aHATI3y.

2. Po3paxyHOK OCHOBHMX YacCOBMX XapaKTEPUCTUK IOVHAMIiKU
OKpeMUX NOCTiPKyBaHMX ITOKA3HUKIB.

3. AHaji3 3arajbHOI KapTVHM AMHAMIKVM y paHHbOMY eMOpio-
reHesi MeTab0/IiYHYX i 6i0€/IEKTPUYHIX IPOILIECIB SAK Ii/TICHOI CUCTEMM.

4. OniHeHH:A [OCTOBIPHOCTI Oflep>KaHNX Pe3y/IbTaTiB aHAMi3y.

5. IHTepmperanig pesy/nbTaTiB YacoBOTO aHali3y Ta IXHE
y3arajJbHEHHS.

Ilig yac MaTeMaTMYHOIO aHali3y AMHAMIKM BMKOPUCTaIN
naker npukmagHux mnporpam STATGRAPHICS, soxpema, mporpam 3
posniry TIME SERIES PROCEDURES.

[Tonepenne o060po6neHHs BifibpaHMX JaHUX NpPO 3MiHU
PEECTPOBaHMX ITOKA3HMKIB MOJIATAIO Y HepeBefieHHi ix 3 rpagivnoi y
udposy ¢opmy. Lo nmporeaypy BUKOHaHO 3a JOIOMOTOI0 IIPOrpaMm
GRAPH DIGITIZER, mo 3abe3nedye meBHUI CaMOKOHTPOJIb Bifbopy
maHux. OpepskaHi 4acoBi pAAM NPOKBAaHTOBAHO 3 OJHAKOBMM 4aCOBMM
iHTepBaloM MK 3Ha4YeHHAMM TIOKasHMKiB. BisyanpHuit anamis

AMHAMIKM [TOKa3HMKIB MPOBOAVIIN 3a HOIOMOTOI0 rpadidyHMX MeTOHiB
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OMNCYy JaHMX 3 Bukopucranuam mignporpamu HORIZONTAL TIME
SEQUENSE PLOT 3 migposminy TIME SERIES ANALYSIS. 3a
[IOTIIOMOrol0  rpadpiyHOr0 OmMCYy YacCOBUX PSAAiB  KOHTPOJIIOBAIN
MOXX/IMBICTD TIOSIBM IIOMWIOK, SIKi MOXKYTb BUHMKATH IIifi 4ac Bifbopy
maHyx. Takuit aHami3 gaBaB 3MOTy 3pOOMUTH IONIepelHi BUCHOBKY IIPO
XapakTep Ipouecy, fAKi Hajali IepeBipsAnM Ta YTOYHIOBAIM 32
TOIIOMOTOI0 PO3PAXYHKiB KOHKPETHUX XapaKTepuCTUK pAxy. OcKinbkn
BisyalpbHO ~ AMHaMika ~ OinbIIOCTI  [OCHPKYBaHMX  IOKa3HUKIB
XapaKTepU3y€eTbCsA KOPOTKOTPUBATVMMY KOIVBAHHAMMI BiTHOCHO 61/1bII
TNOBrOTPMBAIMX 3MiH, TOMYy HacaMmIlepej Li pAAM PO3KIalEHO Ha
afINTUBHI KOMIIOHEHTU — 4YacOBMII TpeHJ Ta KOMMBHUII mpouec. [ns
BUIIEHHS TPeH[y 3 AMHAMIKM [esKMX IIOKa3HUKIB 6Y/I0 BUKOPUCTaHO
mignmporpamy ~ POLINOMIAL  SMOOTHING 3 migposgimy
SMOOTHING. BupaneHHs TOBUIBHMX HeNepiogW4HMX 3MiH i3
OVHaMiK/l IIOKa3HMKIB 3 Of€ep)XaHHAM Y Ppe3ylbTaTi KOJIMBHUX
CKNIaloBUX TPOBOAMIM 3a [OIIOMOIOI0 IOJiHOMiaZbHOI Mopeni,
Bukopucrosytoun mignporpamy MEAN OR TREND REMOVAL 3
migpospiny TIME ~ SERIES  ANALYSIS. YwucnoBi  3HaueHHA
anepiofMYHNX Ta MEePiOAMYHNX CKIAIOBUX NOCTIIKyBaHIX TOKa3HMKIB
HaJali BUKOPYCTOBYBA/IM K BUXIi[JHi IaHi Ta aHaJIi3yBaIyu OKPEMO.

Ha macrymHOoMy eTami oOLjiHIOBaIM  OCHOBHI  4acoBi
XapaKTePUCTUKM JOWHAMiKM OKpeMMX [OCTi[)KyBaHMX IlapaMeTpiB
3apOJKOBMX  KIITMH. BiH  BK/IIOYaB  aBTOKOpEeNALIHMI  Ta
CHEKTpaJbHMII  aHaNi3M [AMHAMiKM KOXXHOIO 3 JIOCTiIPKYBaHMX
IOKAa3HMKIB 11 BUABNEHHs  mepioguyHocTi  (abo  Maibke
HepioANYHOCTI) B XapaKTepi AUHAMIKM IIPOIeCy, KU ONUCY€e MeBHMIT

MOKa3HUK. TaKy MOABIIHY IepeBipKy MPOBOAWIN 3 METOI YHUKHEHH:
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IIOMMJIOK B iHTepIIpeTalil pe3ynbTaTiB aHali3y Ha Nepiogu4HicTb. [na
IIbOTO PpO3PaxXOBYBalIM J aBTOKOPENALIMHY QVHKI0, i CIIEKTp
MOTY)KHOCTI KONMBHUX CKIAJIOBUX YCiX IIOKa3HMKIB 3a IOIIOMOIOIO
nignporpam AUTOCORRELATION FUNCTION ta PERIODOGRAM
3 migpospiny TIME SERIES ANALYSIS, a pesynbratu mopasamu y
BUIIAAi rpadikis iXHIX aBTOKOpeIorpaMm Ta rnepioforpam.

3a aBTOKOPENOrpaMoIo OLIiHIOBa/IN Iepiof KOMMBAaHb KOXKHOTO
IIOKa3HMKa Ta  jioro  crabimpHicTh.  [lomaTkoBO  Bi3yanbHO
IIpOaHajIi30BaHO (HOPMY PO3PaXOBAHMX ABTOKOPETIOTpaM, sIKa AKICHO
BiIpi3HAETbCA MWIA NEPiOAMYHOTO Ta HENEPiOAVYHOIO IIPOLECiB:
aBTOKOpe/AliiHa (byHKuiﬂ BUIIaJKOBOIO IIPOIIECY, 1110 HaO/IKaETbCA
10 XaOTUYHOTO, IIParHe 0 Hy/A 31 361IbIIIeHHAM YacOBOTO 3CYBY nAf, a
VIS TIepiofiMuHOro mpouecy I ¢GyHKLiA 3acBiguye ocummsnii. Kpim
TOTO, HaOMVDKeHHs aBTOKOpe/ALiiHOI (YHKII [0 HY/IA He 3aBXAK
Bif0yBa€eTbCs MOHOTOHHO 71 YaCTO BOHO HOCUTb XapaKTep 3Tacaloumx
ocumnALii. KpurepieM spocTaHHA XaOTMYHOCTI y NMOBEeAiHIII IPOIIeciB
3aIIPOIIOHOBAHO BBAXKATM YacC KOPeNALii f, SKUII OOYMCIIOBaIM 3a
aBTOKOpenorpaMaMy IOKasHuKiB. Ile wac 3cyBy, HpOTATrOM SAKOTO
Be/M4MHa KoediljieHTa Kopesuii Mi>k 3Ha4YeHHAMY PARY 3MEHIIYEThCSA
y 10 pasi (H.b. Vromesa u fp., 2001). Yum MeHIMM € 4ac Kopersnii,
TUM OUIbII XaOTMYHOKI € IOBefiHKA [OC/PKyBaHOTO IIPOLECY.
[IIBuaKe 3racaHHA OCLIIALIN Ha rpadiky aBTOKOpeIALiHOI QyHKIiI
CBiYNTH PO HECTAOITbHICTb BIU3HAUEHOTO IePiOfly KOMMBAHD IIEBHOTO
ITOKa3HVIKa.

Y rpadikax mepiogorpaM OpAMHATAMM €  3HAYEHHS
CIIeKTPa/IbHOI HOTY>KHOCTi (B yM. Of.), fAKi BiAllOBiZAlOTb YacTOTi
KONMBaHb (YacTui Iepiofgy Ha iHTepBaa KBAaHTYBaHHs, XB') Ha oCi

abcryc. 3a po3paxyHKaMy CHEKTpa MOTY>KHOCTI BUSIBIIS/IN YaCTOTHUIA
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CKNMaji JOCHi/PKYBaHOTO 4YacOBOTO pAAY, TOOTO 110T0 TMepioAMIHi
CKIAQ[OBi, Ta BM3HAYa/M €HEPreTMYHi CIIBBIJHOINEHHA  MLK
IepioAMYHMMM Ta HemepioguyHuMy cknaagosumu. HasashicTs Ta
iHTeHCUBHICTb NEPIOAMYHMX KOMIIOHEHT [/ KOJKHOTO YaCcOBOTO PARY
BM3HAYa/yM 3a BUABJIECHUMMM [OCTOBIDHMMM IIiKaMi Ha CIeKTpax
MOTY>KHOCTi, IO [IaBaji0 YABAEHHA IIPO IHPUPOAY Ta BIaCTUBOCTI
BifnoBigHoro npouecy. Ciif 3a3HaYNTY, 110 IJIOLIA Iifi KPUBOIO IiKa
301/IbIIIYETHCS IPONIOPIIIHO /1O TPMUBANOCTi psARy. UMM KopoTmit psf,
TUM HIDKYe i IMpIle MK Ha IepioforpaMi 3a MIKAaJOK 4acToT. 3a
OCTaHHIM IapaMeTPOM TAaKOX OI[iHIOBaMyM CTabiIbHICTD BU3HAYEHOTO
nepiopy KOnuBaHb.

OCKiNIbKY MM aHAJTi3yBaIM €KCIIePYMEeHTaNbHI JJaHi 00MeXXKeHOo1
TPUBAIOCTi, Ije N03HAYa/JIOCh Ha pe3yabTaTaX pO3paxyHKy CIIeKTpa —
BUHMKa/IN eeKTV, 3yMOBJIEH]I CKiHUEHOI0 TOBXXMHOIO YacOBOTO PSAAY
(edextn BuToKy) (H.B. Mromesa u ap., 2001; H.A. XoBaHosa, /1.A. Xo-
BaHOB, 2001). CyTpb iXHA IONATaE y TOMY, IO €HEeprid 3 OfHUX
CIIEKTPa/IbHMX KOMIIOHEHT MO>Ke YacTKOBO “meperikatu® B iHmI
KOMIIOHEHTH, fIKIIO YaCOBUV pAfN HE MICTUTh LiINX LUMKIIB Iepio-
[VYHVX KOMIIOHEHT, 10 JIOTO yTBOPIOIOTb, TOOTO KPOK KBaHTYBaHHSA

He OB sI3aHUTI 3 TePiOIOM 11X KOMIIOHEHT CIiBBiIHOIIEHHSIM:

m
f=—, (6.22)
N - At
Ie m — Iije 4MCIo Nepiofis;
N - poBxnHa psfy (KinbKicTb 3HaueHb IIOKAa3HUKA);
At — iHTE€pBaN KBaHTYBaHHS.

Edexr Butoky Mmoxxe Oyru mocmabiaeHuii 36inbLIeHHAM

KilbKoCcTi 260 YacTOTM BiliKiB, OCKiIBKM y IIbOMY pasi 3pocrae
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CleKTpaibHa PO3MiIbHA 3[ATHICTh, TOOTO UMCIO CIIEKTPATbHUX JTiHIl,
AKi IpUIIAal0Th Ha ONVHMIII0 YaCTOTHOTO iHTepBany. JJokmagamnit onmc
nux edexTiB i 3acobiB 60poTbOM 3 HUMM HaBefleHO Yy IIpaliax:
H.b. iromesa n pp., 2001; H.A. Xosanosa, JM.A. Xosanos, 2001.
YHUKHeHHA e(eKTiB BUTOKY HEMOXXIMBE IS KBasilepiogWYHMX Ta
HenepiogNIHUX YACOBUX PAMIB).

3a pe3ynbTaTaMy CIIEKTPaJbHOTO aHa/Ii3y BCTaHOBIIOIOTH i
HaO/DKeHHS  [IMHAMiKM IIOKAa3HMKA MO XAOTMYHOTO  PEeXIUMY.
Henepiognyamit  mpouec  Ma€  CyLiIbHMII  CHIeKTp. Y  pasi
KBa3ilepioguM4yHOro XapakTepy [AMHAMIKM OTPUMYBAIM JUCKPETHUM
CIEKTp IIOTY>KHOCTi 3 J[IOBIIbBHO pO3MIilleHMMM Ha IIKadi 4YacToT
cekTpabHMMM Tikamy. CIIifi TaKOXX 3ayBakKUTH, SAKIO IepioguyHa
CK/Ia/l0Ba He TapPMOHIYHOIO XapaKTepy, ¥ CIEKTPi i1 MOXKe BifIIOBigaTI
IeKi/IbKa ITiKiB.

ABTOKOpeorpaMu Ta IepiofiorpaMy KOXXHOTO pAARY OVHaMIKH,
Oflep>KaHi B pe3y/IbTaTi aHaM3Y, Y3rOKYBaIIICh MDX c00010.

HJami mocmifkyBamm B3a€MO3B’A3KM Yy daci KOMIUIEKCY
MeTaboMYHNX i Oi0eNeKTPUYHMX XAPAKTEPUCTUK 3apOAKiB TBApUH
IpOTATOM JpoOneHHsA. [JOCTipkeHHSA IPOBOAMWIN 3 BUKOPUCTAHHAM
MeTOJy Kpoc-KopenAnii 3a pomomoroio mnipmporpammu CROSS-
CORELATION FUNCTION 3 nigposginy TIME SERIES ANALYSIS. ¥
pes3y/nbTaTi IIbOTO aHasli3y Ofiep>KaHO KPOC-KOpeorpaMi, 10 ABIAITb
c00010 MOCTIKOBHICTh 3HaYeHb KoedillieHTiB KopesLlii, BU3HaueHi npu
MIOCTIiIOBHMX YaCOBMX 3CyBaX OJHOTO pAAY BiTHOCHO iHIIOro. BsaeMHa
KOpeJAllif, SIK BXKe 3a3Hava/ly paHille, He JMIIe XapaKTepU3ye CTYIiHb

CTaTUCTMYHOI  3aJIeXKHOCTI  IHpOLeCiB, ajle W BUABIAE  IXHIO
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HepiofANYHICTb, a TakoX (asoBMil 3CYB MDK KONMBAHHAMM IIUX
mpoleciB. 3HaK 3CyBYy, SIKOMY Bi[IIOBifaloThb [JOCTOBipHi 3Ha4eHH:
Koedillienta KopenmAuii, CBigYMTH NpPO Te, AKUIA 3 pAGIB €
BUIIEPEKYIOYMM, a BEJIMYMHA 3CYBY — 4Yac BUIIEPE[IKEHHS, 110 MOXe
O3HAYaTU MPUYMHHO-HACTIAKOBUII 3B I30K.

3a ofiep)KaHMMU 3HaYEHHAMU KoedillieHTiB KopenALii Ta Kpoc-
KopenAlii MK IapaMM YacoBMX PsANIB HACTYIIHMII €Tall aHaji3y
3IiMICHIOBA/IM TaKMM YMHOM:

a) 32 BeIMYMHOK Ta 3HAKOM 3HaueHb Koedil[iEHTIB KOpessiiii,
BU3HA4YeHNX 0e3 4YacoBMX 3MillleHb, OLIIHEHO TICHOTY Ta HAIPSIMOK
BUABJICHUX KOPEIALINHNX 3B A3KiB;

6) 3 ypaxyBaHHAM BeIMYMHM Ta 3HAKa YacOBOTO 3CyBy nAt
OLIiHEHO JIMOBIpHICTb YacOBUX NPUYMHHO-HACIIAKOBUX 3aT€XKHOCTEN
MDX JOCHIPKYBaHMMM IIOKa3HMKAaMU, a OT>Ke, 9acCOBi CIIiBBiJHOIIEHHA
MIDX IpolecaMi, sIKi HUMU ONIUCYIOTbCH;

B) s KOMMBHUX CK/IAOBUX 3 OMM3BbKMMHU IepiofaMu
BCTQaHOBJIEHO, 4y KoMOiHamii mpoueciB BigOyBaooTbca y  asi,
npotndasi uu y 3anisHeHHi;

I) MIpoBefeHO SAKiCHMit aHamis ¢opmMu aBTO- Ta Kpoc-
KOpenorpaM KOJNMBHUX CKIA[OBUX Pi3HUX IOKA3HMKIB I PO3YMiHHA
4acoOBOI CTPYKTYpU AVHAMIKU IIPOLIECIB;

I) CUCTeMHUIl aHali3 BCTAHOBJIEHUX KOPENIALIHUX 3B s3KiB
KOXXHOTO IIOKa3HMKa 3 MHOXMHOK iHIIMX [JaB 3MOIy OLIHUTHU
[MHAMIKy TOKa3HUKIiB fAK ITiCHY cucTeMy Ta 3’ACyBaTM HPUHIUIIN
9acOBOTO OpraHi3yBaHH:A 6i0eeKTpMYHMX i MeTabosIiYHNX IpoleciB y

paHHbOMY eMOpioreHesi TBapuH.
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6.6. OuiHeHHs gOCTOBIPHOCTI
pe3yAbTaTiB 4acoB0z20 psigy

Ta iXHg iHTepnpeTauis

Kpurepiit oljiHeHHA [OCTOBIPHOCTI pe3yb-
TaTiB MPOBEJJEHOTO YaCOBOTO aHAI3y 3a/IeXXUTD Bif: a) JOBXWHU PARY
(06’emy BubipKM), 6) BemmumHM KoedilieHTa KopeAail.

HOBXVHY pAMy, a TAaKOXX 4acOBMII iHTepBa/l MiXK 3Ha4eHHAMU
(30 xB, 5 xB, 2 xB, 1 XB) migOMpanu BiANOBIAHO IO METM KOHKPETHO
IIOCTABJIEHOTO 3aBJaHH:A, 3Ba)KalOUM TAKOXX HA Yac CIIOCTEPEXEHHA
€KCIIEpMMEHTA/IbHO BUMIpAHMX IIOKasHMKiB. BojHo4ac ypaxoByBamu
Te, 06 Ki/bKiCTh 3HaYeHb YiTKO BiITBOPIOBA/IA BHYTPILIHIO CTPYKTYPY
KOXHOTo psifiy. Bubipku y 300 3HaueHb 3abesmedyBanyt OTPMMAaHHSA
6inpm crabimbHMx pesynbrariB. YacoBmit iHTepBanm MiK cycigHiMm
Bumipamyu At (iHTepBam KBaHTYBaHHA) TaKOX [aBaB MO>K/INMBICTb
TOYHOTO OOPAXYHKY Iepiofly KOMMBaHb ZOCTIpKyBaHoi guHamiku. Crif
Bij3HAUMTH, 10 30INbLIEHHSA [OBXMHU psARY 32 PaxXyHOK OinbIu
LIIBHOTO 3allICy 3HaY€eHb IIOKa3HMKA, He A€ 3MOIM IiTHATY TOYHICTh
olliHeHHA mepiofy. Bim Af LinKoM 3ane>XUTb MOXKIUBICTb OLjiHEHHA
¢dbopmu Ta Ipodinio KOKHOTO pARY AMHAMIKM TOKa3HUKIB.

IlepeBipKy Ha [OCTOBIpHICTb Pe€3y/IbTaTiB KOpeEALiTHOTO
aHa/li3y IPOBelleHO 3a TAOIMIeI0 TPAHMYHUX 3HAa4YeHb KoedillieHTiB
KopesAlil, sIKi rapaHTYIOTh 3aflaHuii piBeHb 3Haummocrti (p < 0.05, p <
0.01), 3anexxHo Bix o6¢csry cykynnocri (M.IL. Jepkad i in., 1977).

JJOCTOBipHICTb CHIEKTPANbHMUX IIiKiB OLIIHEHO 32 pO3paXyHKaMy
IHTerpalbHMUX IIepioforpaM [UHAMIKM QaHaMi30BaHMX ITOKA3HVKIB 3
BukopuctanHaM mignporpamu INTEGRATED PERIODOGRAM 3
nipgpo3spimy TIME SERIES ANALYSIS.
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YacoBi XapaKTepUCTMKM KOXXHOTO pAAY, AKUX OLIHEHO
0cO6/MMBOCTI AMHAMIKM [OCTIKYBaHNX MOKA3HMKIB, iHTepIpeTyBanmm
IIpM Y3TOJPKEHHI pe3y/lbTaTiB aBTOKOPE/ALIMHOIO Ta CIEKTPaabHOIO
aHanmisiB. Y TOMy pasi, KOMM BENWYMHYM TPUBAIOCTi BM3HAYEHMX
IepiofliB KOJIMBAaHb Pi3HUX IIOKa3sHMKIiB 36iramucs, MM BBaXKaju, IO
Ipollecy, 3a AKMMHU ONMCAaHO AVHAMiKy LIMX IOKa3HMKIB, CMUHXPOHHI 3a
IepiofioM.

[HTepIpeTalisi pe3y/nbTaTiB KpOC-KOpe/IALiHOrO aHasisy Oya
YCK/IaJIHEHA 4epe3 Te, 0 MU Maly CIpaBy 3 KOMMBHMM XapaKTEpOM
MMHAMIKM TOCTiPKYBaHUX TOKA3HMKIB. [i MPOBOIMIM Ha OCHOBI
Y3TOIPKEHHA pe3yNbTaTiB TPbOX METO/IB aHaJIi3y: aBTOKOPEIALIIHOTO,
CIIEKTPAZIbHOTO Ta KPOC-KOPENALINHOIO, a TAaKOX i3 ypaxyBaHHAM
6ionoriunoro (¢$pyHKIIOHA/NIBPHOrO) aHali3y iXHBOI AMHAMIKM. 3a3BUYall
KpOC-KOpeJIorpaMi IOKa3HVKIB XapaKTepHUII KOMMBHUIT edeKT, Y
SIKOMY HasIBHI Ieplli MaKCHMyMM Ta MiHIMymu 3Ha4eHb KoedillieHTiB
KOpenAlil IpM pisHMX YacOBUX 3CyBaX pARIB y INIPAMOMYy Ta
3BOPOTHOMY HampsMKaX. Takmil JBOHAIPAMKOBUII 3B A30K MOXKHA
inTepmperyBatm gBosKko. [JImHamika 000X papiB Moxe Oyrn
HE3a7IeXXKHOIO 11 BOHYM MAaTMMYTh PUTM 3 IIEBHUM I1€PioJOM BU3HAYEHNM
3a IXHBOTO KOpenorpamolo, abo >X Ipoliec, ONMMCAHMII BifNIOBifHUM
IIOKAa3HMKOM, € BUIIEPEMKYIOUMM IOAO IHIIOrO, TOOTO MOXIMBA
JIMOBipHICTh IPUYMHHO-HACTIZKOBOI 3a/IEXKHOCTI Mi>K HVUMM.

InTepripeTyroun ofep KaHi pe3y/IbTaTy KOPEALiHOTO aHaisy,
BPaxXOBYBa/IMf, LII0 HEOJJHAKOBA Be/INYMHA BUABIEHUX RXy Ha rpagikax
KPOC-KOpeJIorpaM Mo>ke OyTy 3yMOBJIeHa:

a) HeNMIHIMHICTIO 3MiH MOKa3HMKIB, HEMIHITHUM 3B’ A3KOM MiX

HuMM Ta (a00) pO3KIIOM [JaHMX Yepe3 MOXMOKY BUMipIOBaHHS;
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6) HecTabiIBHICTIO MEPiO/iB KOMMBAHb MOKA3HUKIB;

B) HAafABHICTIO Pi3HMX IEpiOAVYHNUX CKJIAOBMX Yy [AMHaMIiIi
ITOKa3HUKIB;

r) 3MiHOI (a30BMX BifHOILIEHb MK HMMM Ha IIOYATKy Ta B
KiHLi iHTepBay CIIOCTEpEXXEHHA.

BusBneni uyacoBi NpUYMHHO-HACMIAKOBI  3B’SI3KM  MiX
OOCTi[KyBaHVMMM  IIOKa3HMKaMlM  He MOXKHa  iHTepIpeTyBaTu
6e3nocepenHbO, TOOTO 110 3MiHM OZHOTO ITOKAa3HMKA € MIPUYMNHOI 3MiH
inmoro. Tyr HeoOXifHO BpaxoBYBaTV CKJIAJHUII XapakTep TUX
¢isionoriyHux mpouecis, fAKi J€XaTb B OCHOBI CIIPSDKEHMX 3MiH IIVIX
nokasHukis. OTxe, MOXYTb OyTM CHibHI paKkTOpy, 110 BIVIMBAIOTH Ha
3MiHV KO>XHOTO 3 TIOKa3HUKIB HEOJHAKOBO (HapuKiIaz, Oe3rnocepeHii

i BinmameHuit 3a 9acoM eQeKT BIUINBY).

6.7. OuiHeHHsI guHaMiKu
TpaHCMeMOpaHHO20 NOTeHuiany
B PaHHLOMY PO3BUTKY B'IOHA

3a ONOMOZ0I0 KOpeAsiyiliHuX

dyHkuiil (pearbHa cutyauis)

Opepxani Hammu pe3ynbTaTy i HasgBHa B
nitepatypi iHdopmauisa mpo [il0 BUKOPUCTAHMX B JaHill pobOTi
YMHHUKIB Ha MeTabo/misM y 3apofkiB, IO  PO3BMBAIOTLCH,
BPAaXxOBYB/IMCS IIPM IHTErpajibHill OLIHII 3B'SI3Ky IHTEeHCUBHOCTI
CUHTETUYHUX IIPOLIECIB K/ITUH, 10 FiMATHCA, 3 IOTEHL|iaITeHEPYIY0I0

¢yHKIi€0 IIasMatMyHMX MeMOpaH. s 1IIbOrO 3acTOCOBYBaIacs
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dbopmanisauis, npencraBnena B posznini 6.3. Ha mimcraBi npuBemeHoro
TaM /ITOPUTMY 3pobieHa crpoba ouinky TMII B guHaMili po3BUTKY
3apojKiB B'IOHA IIIAXOM aHajIi3y CM/IM 3B'A3KiB, AKi B 9aCOBOMY aCIeKTi
€ HeCTalliOHapHMMM SBMIAMM 1 KOpEeNIWKTb i3 HIBUIKICTIO
crioxxuBanH:A kucHio (O. Toiipa i iH., 1979), 3MiHaMK 0OMiHY pe4oBUH
nin BrmmBoM iHcyniny (posp. 2.13) i anTubioTnkis — akTuHOMIinUMHY /]
(po3p. 2.17) i uuxorexcumiza (posz. 2.18).

Y po6oTi BUKOpUCTaHO TaKi mapaMeTpu:

a) TMII (xoHTpOnD);

6) wBuaKicTs cnokupaHH:A KucHo (OK);

B) TMII nipm pii incyniny;

r) TMII npu gii aktuHoMinuny [I;

n) TMII nipu pii nuKIOreKcnmisgy.

[Tapamerpn “a” i “6” opep<aHO IIpU PO3BUTKY 3apOAKiB Y
HoOpMi, a iHmi mpm Aii Ha 3apOfKM TOPMOHIB i aHTMOIOTHMKIB, 110
PpO3BMBaIOTbCA.

3 mireparypuux mxepen Bigomo (T.H. IIporacosa, 1975;
AIL [et6an u pgp., 1977), mo axktuHomiumH [l € iHribiropom
TPAaHCKpUILii, a iHCY/IiH MOXe MaTy Ay>ke MMPOKMII BIUIMB Ha 0OMiH
pEYOBMH, 30KpeMa — BIUIMBaTM Ha PO3IOAIN €IeKTPOTreHHUX iOHIB,
aKTUBYBaTy (epMEeHTU IIIKOMITUYHOrO JIAHIIora. TuM caMum Mu Mae-
MO MOXIUBICTb pO3INIAZATY O0'€KT 3 ypaxyBaHHAM JVHAaMIKy Iapa-
METPiB, THX, 1[0 Bi0Opa>kaloTh aleKBaTHO JIOTO CTaH y pi3HMX yMOBax.

SIx110 BBeCTM Taki MO3HAUYeHHA Ji OIepalii:
X(t) - 3mina TMII 3a HOpManbHNX YMOB;

X, (t) - 3miHa CIIK 3a HOpManbHKX YMOB;
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X, (t) - ¢yHKI1iA, W0 onucye BIUIMB iHCYiHy Ha auHaMiky TMII

3apojiKa B I0Ha, 1110 PO3BUBAETHCS;

X, (t),X 4 (t) - ¢yHKIi], 0 ONNMCYIOTh BINMB iHribyBaHHA
Tpanckpunuii i Tpancaanii Ha TMII 3apopkis, sSIKi po3BUBAIOTBCA, TO
inpopmarifo mMpo cTaH IlepepaXOBaHMUX BUIe IapaMeTpPiB MOXKHa
OesmocepelHbO BMKOPUCTOBYBATM M peamizanii o64mcieHb 3a
3aIIPONIOHOBAHMM aJITOPUTMOM Yy PO3fimi 7.1.

Ockinpky Bci 1i mapaMeTpyu BifHOCATb MO OfHI€EI cucTeMMU
(3aponoK, 1[0 PO3BUBAETHCS) 1 BOHU BiZoOpakaloTh CTaH BifmoBigHMX
ii eeMeHTIB y 4aci, TO BOHM MOXYTb OYTM BUKOPUCTaHi A/ TOOY0BU
CTPYKTYPHO-(QYHKIIIOHaTbHOI ~ CXeMH, 3a fAKOI0 OIMCYIOTh IXHIO
B3aemopio. [Ina mobymoBum “rpyboi cxemm® Takoi B3aEMOAil
BUKOPUCTAHO TaKi pyHKii:

1. X(t) - punamika TMII 3a HOpMajbHUX YMOB PO3BUTKY
3apojiKa;

2. X,(t) - pmnamika CIIK 3a HOpMalbHMX YMOB PpO3BUTKY
3apOoJIKa;

3. X (t)— Xz(t): F (t) - “amcra” CKIAOBa;I0 BigoOparkae
miro  iHcymiHy Ha TreHepyBanHa TMII sapoaka, 1o
PO3BUBAETHCS;

4. F(t)zX(t)—XS(t) - “gmcra” ckIamoBa, 10 BifobOpaxae
BIUIMB iHTiOyBaHHA Tpanckpumnii Ha TMIT 3apopka;

5. Fz(t)z X(t)— X4(t) - “gmcra” CcK/IAOBa, IO BimoOpaXkae

BIUIUB iHribyBaHH:A TpaHcmAnil Ha TMII 3apopaxis.



300

Y pesynprati po3paxyHKy BCiXx KOMOiHaIili B3aeMoOKope-
MALIMHNX QYHKOiM MDK BMINe3ralaHMMM IapaMeTpaMM OJep>KaHo
MaTpMUL0 a0CONMIOTHUX 3HaYeHb B3a€MHMX KOpe/ALiil y BifmoBimHi
repiofin pO3BUTKY.

90 xB

0,922 0,940 0,929 1,000 0,938 0,981 1,000 0,964 1,000 1,000
180 xB

0,996 0,991 0,981 0,856 0,960 0,897 0,739 0,921 0,779 0,723
210 xB

0,954 0,947 0,902 0,736 0,898 0,787 0,586 0,815 0,664 0,576 (6.23)
240 xB

0,875 0,854 0,797 0,583 0,800 0,652 0,416 0,702 0,462 0,395
270 xB

0,767 0,735 0,651 0,543 0,669 0,491 0,355 0,551 0,454 0,297
300 xB

0,643 0,612 0,521 0,520 0,528 0,358 0,310 0,393 0,751 0,051

Matpuus cunm 3B’s3KiB, omycana B po6oti CaHarypcpKkoro i
Toviau (1980), Habyze BUITIALY:

90xs XVIIIXIVVII VIT V I II

180xsII I I V VI VII IV VITIXX

210xsII' T 1DV VI VII IV VIIIXX

240xsII' T V I VI VII IV VITIX X (24)
270xsI1' T V II VI IV VII VITIX X

300xsITVIIT V I IV VI IIVIIX

Ipumitka: Homepu GYHKIIIN BiAIOBiAAI0T HOMepaM 3B s3KiB (puc. 6.9):
I - cunres PHK; 2 - cuHre3 6inka; 3 — MHCY/IH3QIeXHI Ipouecy; 4 — CIIOXXMBAaHHSA
KucHio; 5 - TMIT
Bukopucrosyroun mifxis, ommcanmit Buime (posp. 6.3), ogmep-

KUMO CTPYKTypu (puc. 6.9).
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Puc. 6.9. CrpykTypu B3aeMHOTO BIIIVMBY Pi3HUX ITapaMeTpiB e IpoIeci pO3BUTKY
3apojIKiB B'IOHa:
1,0-0,8;

0,8-0,6;

0,6-0,4;

_______ 0,2-0,0.

Howmepu 3B's13kiB: 1-2=V; 2-3=V]; 2-4=VII; 2-5=]; 1-3=VIIJ;
1-4=IX; 1-5=I1I; 3-4=X; 3-5=I1II; 4-5=IV
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3a rpagieHTHMMU cxeMaMu (puc. 6.7). [l 1boro momnapHo posrisgfanu
BCi MOXJIMBI HUIAXM B3aeMOfii MK /maHKamy reHepyBaHHa TMII i
IHIIMMM CKIaJOBMMM CUCTEMM Ha JOCIIPKYBAaHOMY IIPOMDKKY 4acy.
TpancmMeMOpaHHMIT TOTEHI[ja/l y BBaKaIM YMOBHO IHTerpaJbHUM
IIOKa3HMKOM cTaHy (abo >KMTTENIsIPHOCTI) 3apofKiB B’IOHA, IO
PO3BMBAIOTHCA.

Ha piarpamax ImpoCTeXyeTbcsi XapakKTep 3MiHM CHIM 3B’A3KiB
MK OKpEeMMMU e€JIeMeHTaMM CHUCTeMM, 1[0 PO3BMBAETHCA, a TaKOX
“cryminp mpudyeTHOCTi” TUX ab0 IHIIMX IPOLECiB /1O IeHepyBaHH:A
TMII. OueBupgHO, WO Tpaji€eHT 3MEHLIEHHs CWIM 3B'SA3KiB MiX
y3ATUMM ITapaMeTpaMy Ma€ TeHJEeHIIiI0 0 IOC/TiJOBHOTO IIepeMUKaHHA
Bifl cyOCTpaTHuMX CUHTeTMYHMX InpoueciB (cumHTe3 6inka, PHK) po
eHepreTNYHOI 3abe3meveHoCTi iX, 110, OTXKe, Befe MO MeBHOI 3MiHM
cucremu reiepyBanas TMIL.

MoskHa IPUITYCTUTH, IO OCab/IeHHs IPafjieHTa CUIN 3B A3KiB
MDK mpouecamyu cuHTe3y Oinka i reHepyBanHsa TMII e mneBHuM
CUTHAJIOM [Is iHillialil JaZibLIOTO eTaly pO3BUTKY, AKUIT peanisyeTbCa
IUIAXOM (OPMYBAaHHA IHIIOrO CybcTpaTHOro Npogimo, HeoOXiTHUM
HACTiIKoM sfAKoro moriM Oyze moOypoBa AKiCHO HOBUX CTPYKTYp
3apofiKa, 1[0 pO3BMBAETbCA.

IlTomo 3B’A3Ky iHCY/IiH3a/IEeXKHNX IPOLIECiB i AMXaHHA AiarpaMu
[AIOTh BYPA3HY KapTMHY 4YepryBaHHsS IIOCUIEHHS I OC/lTabiIeHHs, 1o
IIOB’SI3aHO 3 PO3BUTKOM 3apOAKiB, 4YNUM, BJIaCHe, MOXe OyTn
3yMOBJICHUII KO/IMBA/IbHUI XapakTep KIITMHHOTO MeTabosismy. Pazom
3 TUM 3arajibHe 3MEHLICHHA CWIN 3B’A3KiB CBIIYUTDH IPO 3POCTAHHA
poli MigCUCTEM BUIIOTO TIOPAAKY, IO BUHUKAKTb Yy IIpOLeCi

eMbpioreHesy.
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Omnmcanmit aIrOpuTM € JMIIe IEPUIOI0 JIAHKOK I00YLOBU
3araJIbHOI MaTeMaTUYHOI MOJIe/li pery/TloBaHH:A MeTaboIiYHIX IPOLieciB
Yy 3apopkiB, IIO pO3BMBAalOTbCA. BiH peamisoBaHuii y BUITLAAI
BiiTIOBiZHOI IIporpaMyu Ha MOBi QopTpaH, ampobarlis AKoI 3acBigunia,
IO BiH IPUOIN3HO BiITBOPIOE CTPYKTYPY QYHKI[IOHAIBHIX B3a€MOIiit
OKpeMIX KOMIIOHEHTIiB >XMBOI CHCTeMM, 1[0 PO3BMBAETbCA, HABiTh Ha
IifICTaBi HENOBHMX €KCIIEPMMEHTAJIbHUX [aHUX, a Iie JacTb 3MOTy
migBUITY  epeKTUBHICTD II/ITaHyBaHHA 1 IPOBENEHHA [OCIiIKeHb

peTynoBaHHA paHHbOTO PO3BUTKY TBAPJH.



Po3gin 7.
®EHOMEHOAOTTYHUNA
OMNUC METABOAIYHUX CXEM

7.1. Komn’lotepHe mogeAoBaHHs
Ta YUCAOBA OnTuMi3auis
meTaboAiuHUX npoueciB:
3aCTOCyBaHHs go GiocuHTe3y

drasiHoBuUX KochepmeHTiB
y gpixkgxKiB

Pubodnasin, Biramin B,, € momepegHuMKOM
¢dnaBiHMOHOHYK/IeOTH/Y Ta (raBiHaleHIHANHYKIEOTUY — KOPaKTOPiB
IS LIMPOKOrO Kiaacy ¢epMeHTIB MeTabosisMy, Ma€e KOMepILiltHy
LIiHHICTh fAK [OMIIIKa B Xap4oBill IPOMUCIOBOCTI, KiJbKa BU[IB
¢naBiHOTeHHMX MIKpPOOpraHi3MiB, 30KpeMa, HesKi BUAM APLKIXKIB,
3aCTOCOBYIOTh y IIPOMUCIOBOCTI A BMpOOHMITBA pubdodasiny
HUIAXOM QepMeHTalil. 3 OIIAy Ha Ile € aKTyaJIbHUMM OioxiMiuHi
(P.I. Axankaum u ap., 1970; VI.A. Apmasckmit, 1979; 10. Amodd, 1984;
B.A. Bapa6oii, 2000; EJI. Bapckmit u gp., 2000) Ta reHeTM4Hi
(O.P. bepuramwsumm, H.H. Porr, 1973; I1.T. Boray i in., 1984; M.II. be-
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pectkuHa u fp., 1987; M.b. beken6mut, E.I. Tnaronesa, 1988) mocniz-
JKeHHs (pr1aBiHOTeHe3y 3 METOI OTPMMAHHS MYTaHTiB-HaJ[CMHTETUKIB
pubodnasiny ms itoro 6iorexHosnoriyHoro BupobHmuTBa. OFHMUM i3
MOXJIMBMX  LUIAXIB ~ ITOJONAHHA  OOMEXYBalIbHUX  (aKTopis
€KCIIEPMMEHTA/IbHOIO JOCTIPKEHHs € aHajli3 BIACTMBOCTEN BilNOBif-
HOi Mojeni MeTaboi3My i3 3aCTOCYBaHHAM KOMIT IOTEPHOTO MOJEIIO-
BaHHs (B. Boxxkosa u zp., 1971; 1. Bepuramsunmu, 1974; 10. Amodd,
1984). MareMaTUYHMIT ONMC MeTAOOMIYHMX CUCTEM JA€ 3MOTY
pO3paxoByBaTH OWYiKyBaHy BifIIOBiIb MeTaboNi3My Ha TeHeTHYHi
mopudikanii Ta smiHu 3oBHimHbBOrO cepemoBuiia (I.P. bepurausunm
n pap., 1974; B.II. Bboxkosa, 1991), iI[eHTI/I(l)iKYBaTI/I HalViBa K/IMBilIIi
o0’extu i Merabomiunoi imxenepii (B.IT. Boxkosa m gp., 1971;
JI.B. Dbenoycos, 2000). MareMaTM4Hy METOJOJIOTiI0  YCIIIIHO
BUKOPUCTO-BYIOTb [I/I1 BMU3HAYEHHs IIePCIIEKTMBHUX HAIPAMKIB
HOOy[OBM TEHETMYHMX MYTAHTiB 1 IIOSICHEHHA HEOYiKyBaHMX
eKcriepuMeHTanbHMX pesynpratiB ([I.P. bepuramsmmm u pp., 1970;
B.Il. boxkoBa u gp., 1974; C.B. bagenkosa u fip., 1982; A.B. JKynunos
n gp., 1985, B.IL. boxkosa, 1986; B.Il. boxkosa u pgp., 1987;
B.II. Boxkosa, 1991). My mOCTimKyBamm MOXXIMBOCTI 3aCTOCYBaHHA
3ac00iB KOMITIOTEPHOTO MPOTPaMyBaHHSA Ta MeETOAIB YMC/IOBOI
onTuMisarii masA pauioHampHOI MeTabomiuHOl iHXKeHepil (30Kpema,
noOyfoByM MyTaHTIB ApbkmkiB  P.guilliermondii - HagcuHTeTUKIB
pubo¢naBiHy) NIUIAXOM aHali3y CTalliOHAPHOI IOBENIHKM MOperi
MeTabomiYHOI cuctemu 6iocuHTe3y ¢raBiHOBUX KOpepMEHTIB.
Mogpenbuunit eKkcriepuMeHT mpoBoaman B cepenosuii MathCad 7
Pro, sacrocoByBamu 3acobu Gepasi 3.1 (JI. Bepramandu, 1969;
A H. BeccmepTHblit u ap., 199123) (nporpamu MS Windows pnst mope-

JIIOBaHHs CTAliOHAPHMX CTaHIB i 9acoBOi MOBeHiHKM OiOXiMi4HMX
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peakuint). Kinerwuni 3miHHi Ta mapamerpu, HeoOXimHi @i pospa-
XYHKiB, Opa/mm 3 poctynHux 6a3 jgaHmx (IHTepHer) i 3 ekcnepumeH-
TAIBHMUX POOIT — JOCII/PKEHDb peryIoBaHHs HaICMHTe3y pubodasiny
(P.I. Axankaum u gp., 1970; IO.P. BepuramBuau, H.H. Porr, 1973;
M.A. Apmasckuit, 1979; 10. Amodd, 1984; ILI. borau i in., 1984;
M.[I. Bepectknna u mp., 1987; M.b. bekeu6nur, E.I'. [naronesa, 1988;
B.A. Bapab6oit, 2000; E.JI. Bapckuit u mp., 2000).

MareMaTUYHO omMcaTy MeTaboJIiuHy CUCTeMY MOXKHa 3a (pyH-
HaMeHTaIbHMMU piBHAHHAMMU Kipxroda, 110 Bigomi sk piBHAHHSA Ma-

COBOTO OajaHcy:

ds, n
—=>C..,v.; i=12...n, 7.1
d ij
t ="
me S — KOHUeHTpauii MeTabomiTiB; v, — WIBUAKOCTI peaxiiit, ski
KaTamisyoTbcsi depmentamu E; C;; — crexiomerpryHa MaTpuiisd,

YyTBOpeHa MIMMU LiIMMM 4McIamy, 3asBudait 1 -1, 0, i daxruano
MicTUTD Oifbllle HYTIB, OCKIIbKM 3HaYHA YacTVMHA (PepMEHTIiB IlepeTBO-
pIO€ nuie KilbKa MeTabosIiTiB; y cucTeMi, 110 CKIAJJA€ThCs 3 1 MeTa-
6oritiB Ta m epmenris, C;; Oyze n X m MaTpuLelo.

IudepennianpHe piBHAHHA (7.1), [ONOBHIOETbCA KiHETUY-

HVYIMM PiBHAHHAMU QepMeHTIB:

vj=vj(S,...,Sn;p1,...,pm). (7.2)

3arasioM v; — lie MIBUAKICTb peakliii Ha OfMHUIIO Ki/IbKOCT] j-TO
depMeHTa BiFTHOCHO [0 OfHOTrO 3 Jioro npopykTis (S,). Toxi Ci;v; Oyne
IIBUJIKICTIO peakIil j-ro ¢hepMeHTa /I i-ro MeTaborriTa.

I[TincraBusuy Bupas (7.2) y piBHsAHHA (7.1), oTpuMyeMo:

ds

Z =SS PP ) i=1,2,...,n. (7.3)
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Kounenrpanii merabornitis (S;) i motoku (v;) € cucreMHUMU
3MIHHMMM, SIKi OOYMCIIOIOTh 3a MOJEIbHMMM piBHAHHAMU (7.1-7.3),
KiHeTM4Hi KOHCTaHTM (px) BifirpaloTb ponb mapaMeTpiB, IX He BU3-
HAyaloThb y Mofeni, a 0epyTb 3 eKCIIepMMEHTA/JbHO 4) aHATITUYHO
OTPMMAaHMX KiHeTUYHMX JAHUX 130/IbOBAHMX PEePMEHTIB.

[TapameTp pi MO>ke HabyBaTy pi3HOTO BUIJIALY, HALIPUKIIAJ, Lie
Moxe Oyt KoHUeHTpauis ¢epmeHtiB (Ej); MakcuManbHa aKTMBHICTb
(Vim); koHcTanTu Mixaenica-MenreH (K,,); KoHcTanTH iHri6yBaHHA (Kj);
KOHIIeHTpallii 30BHIIIHIX edeKTopiB, akTuBaTopiB (A) uu iHribiropis
(I) Towo.

PiBusuHs (7.3) popMyIOTh CuCTeMy 3a/IeXKHUX Bifj mapaMeTpis
3BMYAIHUX AVepeHiabHNX PiBHAHD HNEepIIOro MOPANKY, IO OINCYE
noBefliHKy MeTtaboniyHoi cucremn. OyHKIA f € HeNMiHIHO0 3aBAAKU
nepe6biry 6i- Ta TPUMMOJIEKY/IAPHUX peaklliil y MeTabolTiYHOMY JTaHIIoTy
IIepeTBOPEHb 1 HEMHIMHOMY XapakKTepy KiHETMYHMX PpiBHAHb
¢depmenriB. OTXe, 31e0iMbIIOrO pPoO3B’A30K TAaKOi CUCTeMM PiBHAHD He
MO)Ke OyTM OTpMMAaHWUII aHaJIITMYHUM IUIAXOM, a HOTpebye 3acToCy-
BaHH YJICETIbHNX METOJIB.

CranioHapHMil CTaH CUCTEMM BM3HA4YalOTb YMOBM, 3a AKNUX

JacoBa MOXiIHA CYCTeMY 3MiHHUX TOPIiBHIOE HYJIIO, TOOTO

f(Sp)=o0. (7.4)

HacnigkoMm HeniHiitHOCTI cucreMHOro piBHAHHA (7.4) myxe

4acTO € HasABHICTb KiJIbKOX MY/IbTUCTALIiIOHAPHUX CTaHiB, IKI MOXYTb
Oyt abo crabinbHuMM, abo HecrabimpHMMM. BigmosizHOo mO
BU3HAYEHHS CTAlliOHApHOCTI AMHAMIYHUX CUCTEM CTalliOHapHUI CTaH

pO3I/IANAIOTh K CTaOUIbHMIL, AKIIO ICAA IeprypOaniit cucrema
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IIOBEPTAETbCS [IO BUXifHOTO craHy (abo HAOMIDKYETbCA HO HBOTO).
CucreMy, 10 IOBepTa€TbCs [0 CTabiIbHOCTI mpum t—>0, Ha3BaHO

aCHMIITOMAaTUYHO cTabimbHOM (A. Py6uH, 1989).

E5

Pi

S1

Puc. 7.1. CxematnyHe 306pakeHHsA MeTabonismy pmbodnasiHy y ApixmKiB
P.guilliermondii. HasBu MmeTabommiriB i mOBHi HasBM (epMeHTIB NMOJAHO Y [OMATKY.
ITyHKTUpHI iHIl - Lle peryIATOpHi BIUIMBY, CHMBOIMU +/— —Iie BIfIOBIZHMII edeKT
(axtuByroumit um imribyroumit). IIIBuakocTi peakuii, sKi € CyTT€BUMM /I
PeryIATOPHUX B3a€EMOIiif, OIMCAHO B TEKCTI.

Ilfo6 obumcnuty pAMHAMIYHI 3MiHM, HEOOXifHO pO3B’sA3aTH
cucreMy pudepeHIiaTbHNX piBHAHD (7.3) mIA 3aflaHMX 3HA4YeHb
mapamMerpiB. JuHamiuHi 3MiHU MeTabOMIYHOI CUCTeMHU HOTATKOBO [0
BIUINBY iHTi6iTOpiB 41 aKTMBATOPiB MOXYTh OYTH 3yMOBIIeHi 3MiHAMM
IapaMeTpiB cucTemu, Temneparypu, pH cepegosuma ta in. [InHaMivHi
3MiHM in vitro Jy)Ke 4acTO JOCATAIOTbCA 332 YMOB, KOJMM CHUCTeMa He

MOXK€ [JOCAITM CTallioHAapHOCTI BHACIIIOK [erpajauii BUXiJHOTO
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cybCcTpaTy uYM HaKONMYEHHS KiHIEBOTO IIPOAYKTY, SAKWUIL CTae
inribitopom peakuii. bBinbmme TOro, cucremMa MOXXe TeHEpYBaTH
AVMHAMiYHi 3MiHM aBTOHOMHO, SIKIIIO BOHA He Iepe0yBae B CTabiTbHOMY
CTalioHapHOMY cTaHi. B TakoMy pasi MO>XyTb 6yTy BUSB/IEHI OCUMIALIT
cybcTpary, NpORYKTiB  peakuii 4M  HOPOMDKHMX  MeTaboriTiB
(B.C. Aitsenmrann, A.JO.bapanos, 1977; H.A. Aramkanss,
H.H. [la6atypa, 1989; P.b. Bana6an i in., 2000). YacoBy 3a/neXHiCTb
CUCTeMHUX 3MiHHMX BU3HAYalOTh LUIAXOM 4YMCEIbHOTO iHTErpyBaHHA
(a He aHAMITUYHOTO NOCTIMKEHHS) KOHILEHTpAlill MeTabomiTiB uun
HOTOKIB AK (YHKIi Biff gacy.

CykynHiCTh peakliit, sAki 6epyTb yd4acTb y MeTabomi3mi
¢dnaBiHiB y gpiX/pKiB, MO>KHa 300pasutu Tak (puc. 7.1):

3anponoHoBaHiil KiHeTwyHi1 Mopeni (puc. 7.1) Binmosimae
Taka cucreMa AudepeHIiaTbHUX PIBHIHD, CKIaZeHa BifMOBIMHO [0

piBHAHB MacoBoro 6anancy (1):

ds,

— ==V,

dt

dx,
dt

dx,
=Vg, Vg
dt 2 3 (7.5)

dx,
dt

dx,
dt

ds,
By,
5

dt
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dx,

a s

X =v, —2-v,

dt 7 (7.6)
ax,

dt E7 Eg

ax,

dt Eg Eg

v,

e "

AHanisyroun 300pakeHMiI Ha PUCYHKY MeTaOOMiYHMIl NUIAX,
MU CTaBWIM 3a MeTy 3HAliTM YMOBM, 33 AKUX IIOTiK y HaNpAMKY
YTBOpeHHA MpOAYKTa peakuii P € HaiBumuM npm MiHiManbHUX
BUTpaTax cybcrparie (SI i S2). Tomy wMu npumycrwm, o
TEXHOJIOTIYHO BIUIMBAaEMO Ha KOHIeHTpalil ¢epMeHTIB (Hampukiap,
KJIOHYBaHHAM) i MOXXeMO MaHiNymioBaTu iXHIMM KiHeTMYHUMM
napamerpamu. [Ipobnema monArae B ToMy, AKUMM CaMe IapaMeTpaMu
HeoOXi/JHO MaHiITy/TI0BaTy, 100 HOCATHYTH HEOOXiTHOro pesynbpTaty (B
HAIIOMY TIPMK/Ia/ii — 30i/IbIIIeHHA BUXOY IPORYKTY).

[lypuHOBi HONIepeNHUKN IIEePeTBOPIIOTLCA y pubodrasin i
srofoM y ¢mnaBiHoBi kodepmentn OMH i DA]l, mnigparorbes
CK/IaJITHOMY PEryIATOPHOMY BIUIMBY fAK 30BHIIIHIX, TaK i BHYTPilIHiX
epextopi (JI. Bepramaudwu, 1969; A. BeccmeprHeiit u gap., 1991).
CTpykTypy MeTabomiuHOl cucTeMn Ta KiHeTUKY ii pepMeHTIB omycaHo
BiZNOBifHO 0 ekcrepuMeHnTanbHux ganux (1. bepuramsunyu, H. Porr,
1973; 10. Amodd, 1984; A. Kymmpos m pp., 1985). Y wmopeni
BB)KAETBCSA, 110 pepMeHT Neploi peakiil cunTedy pubodasiny ['TD-

nyknorigponasa (EI) migmaerbcsi HEKOHKYPEeHTHOMY iHriOyBaHHIO 3
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60Ky mpopykTa Merabonmismy P, Topi KiHeTMuHe piBHAHHA IIBMAKOCTI

peaxuii (vg;) MaTMMe TaKuil BUITISL:

yS
j— Knl
VST S I (7.7)
I+ —+—(1+—)
K. K K.

1 m 1

fie V - MakcuMa/ibHa MIBUAKICTD peakllii; S — KOHIeHTpalis cybcTpaTy
peakuii; I - KoHIleHTpauis iHribitopa peakiii; K; - KoHcTaHTa
inrioyBanns; K, — KoHLeHTpauis cyocrpary, npu skin v=V/2 g I=0
(koHcTanTa Mixaeica).

PiBHAHHA WBUAKOCTI ABOCYOCTPATHMX pPeAKIiNl Ve, Ves, Vo,

(mexanism Ordered BI BI) HaOynyTb BUITIARY:

A
AB-(1+P/Kp)+K,,p(A+K; )+ K,,pB+ . 78
V'K, (7.8)

v =¥/ -(4B-PQIK,,) e

KP4+ 0-(Kp-(1+ 255 p1 By
Kiy i4Kmp Kip

ne Vr- MakcuMalbHa HIBUJKICTb NpAMOI peakuii; V. - MakcuManbHa
HIBUAKICTb 3BOpOTHOI peakuii; K, - KoHcTaHTa piBHOBary; K -
KOHCTaHTa Mixaemica mna mepmoro cybcrpaty; K,z - KOHCTaHTa
Mixaenmica pua pgpyroro cybcrpary; K,r — KoHcTaHTa Mixaemica s
Iepuioro npopykry; Knq - KoHcTanTa Mixaemica pna pgpyroro
npopykrf; Kix — KOHCTaHTa iHriOyBaHHA IepmmM CyO6CTpaTOM IpAMOL
peakuil; Kip - KOHCTaHTa iHTiOyBaHHS APYTMM CYOCTpPAaTOM IIPSAMOI
peaxuii; Kip - KOHCTaHTa iHriOyBaHHA 3BOPOTHOI peaKIiil;

PiBHAHHS WIBUAKOCTI peakiiili, Zrs KaTanisyloTbcs GpepMeHTaMu
E3-E6, srigHo 3 KiHetmkowo I'eHpi - Mixaemic — MeHTeH, MaTUMYTb

BUTJIAN:



y=— (7.9)

ne V - MaKcMManbHa HIBUAKICTb peakuil; K, — KoHcTaHTa Mixaertica;
S - KoHLeHTpaii cybcTparis.

MareMaTyyamit onyc 6iocuHTeTMYHOrO HUIAXy (7.5-7.6) Mu
3ajamu B cepefoBuIi NMpuKaagHoi nporpamu Gepasi 3.1, Ha3HAYUIN
HOBiIpHO BMOpaHi YMCIOBI 3HA4YeHHs /I Pi3HUX MapamerpiB i
NIPOMOJIeNIOBANIM CTalliOHApHMUII CTaH 3afaHoi cucremMu. OTpumaHi
pe3ynbTaTyi HPUIHANM SK BUXIHI /I JaIbLIMX HOCTIIKeHb (Haml
“mukuit tun”). Tomi BubGpamm 10 mapamerpiB, Aki Mormm OyTu
NOTEHUiHMMM  MilleHAMM [Id TeHeTWYHMX MAaHINyIALin: Bci
KOHLIeHTpauii ¢epMeHTIB, 3arajbHa KOHLEHTpalis KogakTopiB, a
TaKoX KiHeTnyHi mapamerpu (i Ti, ki BM3Ha4aIoTh Aifo P 5K iHribiTopa
El). Ina mnapaMeTpiB BM3HAUWIM MeXi, B AKNX BOHM MOXYTb
3MIiHIOBATY CBOI 3HaYE€HHS IIiJl YaC OIITHMi3allii:

MaKCcuMMasbHi mBugKocti peaknin (V) mix 0,001 ta 1 000;
3arajbHa Kinbkictb myny A ([A]+[AH]) y mexax Bifg 1E-6 no
1E+6;

perymorodi koHcTanTu (14 P) y mexxax Big 1E-7 o 1E+7.

Y Xopi KOMITIOTEPHOTO €KCIePUMEHTY ITOPUTMU YUCIOBOI
ONTUMIi3anil peani3oByBaiu MOJENIOIOYM CTalliOHApHY IOBENIHKY
CUCTEMM, IO JAJ0 3MOTY 3aCTOCYBATM Ppi3Hi a/JITOPUTMM ONTUMi3alil
IUIsL MOCATHEHHsS IHOCTaBlIeHOi MeTu. JOCTimpKyoun 6i0CMHTeTUYHMIA
mrax (Tabn. 7.1-7.3), 3acTocyBamM IUSATh ONTUMI3aLlilfHMX METOXIB
(B.IT. Boxkosa, 1971; A.B. )Kymunos u gp., 1985; IL.T. Kocriok i iH.,
2001).
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Tabnuys 7.1

Po3paxyHkoBi 3HaYeHHs MOTOKY (/8), oTpuMaHi B pe3ynbTati
YJCEIPHOTO iHTeIpyBaHHA 3 BUKOPUCTAHHAM PiSHUX ONTUMIi3aLiiHNX

AITOPUTMiB
3acTocoBaHmit 3HaueHH: NOTOKY (J8) KinbkicTh
MeTOJ MKM/c, 10 MOJIE/TIOBAaHb

“IOyikuit T’ 0,028 1
Steepest descent 0,32 18
L-BFGS-B 0,30 9
Hooke and Jeevs 0,96 193
Genetic algorithm 0,78 903
Random search 5,55 1000

Ha migcraBi  aHamisy  pesynbTaTiB  KOMIT'IOTEPHOTO
eKCIIePUMEHTY, HaBefleHUX y Tabmuiji, BUABWIN, L0 HAVUTIMIINI
pe3ynbTaT BU3HaYeHHA MakcuMyMy QyHKIii (moToky J8), o Ha aBa
HOPAAKY IIepeBUINYE 3HAYeHHS “[AMKOrO THUIIY,, OTPUMAHO i3
3aCTOCYBaHHAM MeTOAly BUIAAKoBoro mnomyky (Random search).
Bumapgkosuil momyK — MeTOJ, ONTMMi3alii, y mpoueci peanisamii
AKOTO  ONTMMYM 3HaxXxo#ATb ILUIAXOM IIepeBipKM  3HAaYeHb
pocnifKyBaHoi ¢yHkuii B cepii koMO6iHamiyi BUIagKoOBMX 3HAYeHb
3MIHHMX TapaMeTpiB. DBumagkoBi 3HauYeHHA TeHEPYIOTbCA Yy
HOTlepefHbO BM3HAYEHMX MeXax, Oinblie Toro, O6ymb-ski KoMm6iHaril
3Ha4YeHb ITapaMeTpiB, AKi BUXOJATHb 3a BM3HA4Y€Hi MeXi, BWIYYalOTh 3
PO3PaxyHKYy.

[TopiBHIOIOUM 3Ha4YeHHSA KiHETMYHMX IapaMeTpiB “IUKOTro
TUITYy 3 JAHVMM, OTPYMAHUMM Y IIpolieci ONTUMi3aliii, Mo>kHa 3poOuTH
BJMCHOBOK, LIJO ONTMMAaJIbHi 3HaYeHHA IIOTOKY J8 ofiepKalim 3a yMOB,
Komu KoHueHTpauii ¢epmentiB EI,E4, E8 mocAramu CBOIX BepXHiX
rpaHuYHuX 3HaveHb (Big 10 mo 100), Tomi AK KOHIEHTparTl iHIIX (epMeHTiB

HaOYBA/IV HYDKHIX TPaHVYHVIX 3HaueHb (y Mexax Bin 0,01 10 0,1).
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Tabnuys 7.2
CumBor, Xi | Hassa merabomity
S1 I'yanosunrpudocdar (GTP)
S2 Pubynoso-5'-¢pocdar
X1 2,5-ayaMiHo-4-0KcK-6-prbosuiaMiHomipuMiayH-5" -
X2 docdar
X3 2,5-gramMiHo-4-0KCK-6-prbitiaaMiHompuMinnH-5" -pocdat
X4 5-amino-2,4-a10KCK-6-pubiTnnamMminonipuMigus-5' -dpocdar
X5 5-aMiHO-2,4-MOKCH-6-pubiTiIaMiHOMpUMIfUH
X6 3,4-purigpoxcu-2-6yranoH-4-docdar
X7 6,7-EUMeTUI-8-pUOITH/ITIOMasuH
X8 Pubodnasiun
P ®nasinmononykneorus (FMN)
®rnasinapeninpunryxieoruy (FAD)
Tabmuus 7.3
Cumsor, E; | HasBa depmenTy | EC no.

El GTP-nuxnorigponasa 3.5.4.25
E2 PenyxTasa 1.1.1.193
E3 Ile3amiHaza 3.5.4.26
E4 ®ocdarasa 3.3.1.-
E5 3,4-purigpoxcu-2-6yranoH-4-docdart e
E6 CUHTa3a 2.5.19
E7 6,7-IUMETUI-8-pUOITUITIOMA3 M HCHHTA3a 2519
E8 Pubodnasincunrasa 2.7.1.26
E9 Pu6odnasinkinasa 2772

AT®: DMH-penimunrpancdepasa

Ha migcraBi nux pe3ynbTaTiB My MOXKE€MO IIPUITYCTUTH, 1O [/

TOTO, 100 JOCATHYTY MaKCUMyMy Buxony nponykry (P) sa HeaMiHHMX

KOHILIEHTpalliil cyOcTpariB, HeoOXiHO:

3a0e3meunTu Hafekcnpeciio gepmenriB El, E4, ES;
MaKCHMaJIbHO 30iIbIINTM YyTAMBICTb IUX (epMeHTiB [0
ixHix cybcrparis (To6TO 3MeHIINTHY K,\1);

3HM3UTHU iHTiOyI0Uy pmito mpoaykty (P) Ha mepmry peaxiito

MeTaboismy.
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7.2. TpanccrasiHoBa mogeab

CyxynHicTb  peaknii, Axi safigHi vy
MeTaborismi ¢aBiHiB y ApDKIXKIB i OyIu mOKIafieHi B OCHOBY MOfe,
nogaHo B Tabn. 7.4. IlyprHOBI IomepemHUKNM IepeTBOPIOIOTBCH Yy
pubodnasin i mami - y ¢nasinoBi kopepmentn OMH i DAL,
IiAJAI0ThCA CKAAJHOMY PETYAATOPHOMY BIUIMBY AK 30BHILIHIX, TaK i
BHYTpiHix edekropiB ([.P. bepuramswmm u gp., 1969, 1970, 1974).
CTpykTypy MeTrabosiuHOl crucTeMyu Ta KiHETUKY (epMeHTIB OmMCcaHO
BigmoBigHO nmo excmepuMeHTanbHux panmx ([.P. bBepuramsumy,
H.H. Porr, 1973). Ha ocHOBi maHuMxXx mpo KiHETUYHi BIaCTMBOCTI
JOCII/KYBaHOI CUCTEMU CKIaieHy CUCTeMy fudepeHIiaIbHUX PiBHAHD,

OIMCAaHUX BiAIIOBiHO O piBHAHB MacoBoro 6amancy (7.1):

dGTP

dt

ax_
dt Voi Ve

VRi1

dX2 _ 3
dt V2" Vg3

d X5
dt

dX,
dt

dX,_
df =" Vks

“VRr3 " Vgra

=Vrs  Vre T Vi

dXs_ (7.10)
dt “Virs Vrze
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d X,

dt “Vige Virr
d[B
dt =2-VeVas
d FMN
a “Vrs Vi
dFAD
T “Vro
Tabnuys 7.4
Omnuc pepMeHTATMBHMX peakiliil sAKi 3agisHi y MeTabomisMi
pubodnapiny y npixmxis
Homep
peaxii Ko HasBa depmenty Cxema peakuii
R1 3.5.4.25 | GTP-uuknorigponasa®| GTP + 3H.O = HCOO™ + PP + 2,5-guamiHo-
4-okcu-6-prboswiamMiHOpUMiaMH-5 -pocdar
R2 1.1.1.193 Pepykrasa 2,5-a1aMiHo-4- OKCU-6-prubo3ui-
aminomipnmiguu-5-pocdar + NADPH =
2,5-guamiHo-4- oKcu-6-pubirn-
aMiHOmipuMipgyH-5-pocdar + NADP*
R3 3.5.4.26 Jesaminasa® 2,5-aMaMiHoO-4- OKCU-6-pubiTu-
aminomnipumingna-5’-pocdar + H,O = 5-
ImaMino-4- OKcu-6-pubiTiI-
aminomipumigue-5-pocdat + NH;
3.1.3.- docdarasa® 5-puaMiHo-4- OKCu-6-pubiTII-
amiHomipuMignH-5’-pocdar = 5-guamino-4-
OKCH-6-pubiTui-aMiHOMipuMinH
R5 [---eeememme 3,4-purigpoxcu-2- Pn6ynoso-5-docdar (S2) = 3,4-aurigpokcn-
6yTaHOH-4- 2-6yranoH-4-docdar + HCOOH
docdarcunrasa’
R6 5.1.9 6,7-IUMeTII-8- 5-ayaMiHo-4- OKCU-6-pubiTmI-
2.5.1.9 pubitmoMasnH- aMiHOMipUMIVH + 3,4-IUTiTPOKCHU-2-
R7 cunTasal 6yranou-4-docdar = 6,7-gumern-8-
pubitmmtomasus + P;
Pubodrasin cunTasa® | 2 6,7-guMerni-8-pubitnimoMasnt =
Pubodrnasin + 5-amiHO-2,4-AVOKCK-6-
pubiTHIaMiHOIpUMIIMH
R8 2.7.1.26 | Pubodnasin-kinaza® | Pubodnasin (RIB) + ATP = FMN + ADP
R9 2.7.7.2 O:OMH-agenimnn-{ FMN + ATP = FAD + P;

TpaHc-depasa‘
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BpaxoByroun cKnafiHiCTb OTPMMAHOI CUCTEMH i )KOPCTKi yMOBH,
AKMM Ma€ BiAmoBifaTum cucrema, 106 JOCATHYTM CTAl[iOHAPHOCTI,
3HAaYeHHA KiHeTMYHMX IapaMeTpiB (epMEHTAaTMBHMUX peaxmii mi-
mibpaHi [OBIIbHO Ha OCHOBI aHai3y 3i0paHMX eKCIepUMEeHTATbHMUX
JlaHMX i TaKVM YMHOM, 10O BiTBOPIOBATU XapakTep 3MiH y 4aci KOH-
LleHTpalill IPOAYKTiB 6iocuHTe3y, onmcanux y poborax IllaBroBcbkoro
i cuiBp. (A.B. Kymupnos u fip., 1985; IL.T. KocTiok i1 iH., 2001).

Mexani3mu fiii pepMeHTIB OINCYIOTb 32 TAKMMY PiBHAHHAMIU:

“_y =VS/Km(1+I/K1+S/Km(1+1/Ki))

P —v=VS/g, +S (7.11)

C—v=V, (ABfPQ/KEq)/(AB(I+P/Kip))+KmbB+ Vf/VrKEq(Kqu(1+AKm))

+ Q(Kmp(l + Ko B/ K,-aKmb)+ P(1 +B/ Kih))

‘v=v, (AB —P/Keq)/(AB + KAt vf/V,Keq(Kmp +P(1 + A/Km))) ,

fe V - MakcuMasipHa IIBUAKICTb peakilii; S — KOHIIEHTpaLis cybcTpaTy
peakuii; I - KOHIeHTpauis iHribitopa peakuii; K;, - KOHCTaHTa
inribyBanns; K, — KOHILeHTpawis cybcrpary, npu skiit v=V/2 pna I=0
(koHcTanTa Mixaerica), V; - MakcuMajbHa IIBMAKICTh IPAMOI peakiiii;
V, - MakcumanbHa WIBUAKICTb 3BOpOTHOI peakuii, K, - KOHcTaHTa
piBHOBary; K4 — KoHcTanTa Mixaernica mnsa nepuoro cyocrpary; Kis —
KoHcTaHTa Mixaemica s gpyroro cyocrpary; K,.» — koHcTaHTa Mixaenica
I Tepmioro TNpopykTy; Knuq — KoHcTaHTa Mixaenmica jjid Jgpyroro
npopykry; Kix - KoHCTaHTa iHTiOyBaHHsA IlepumM CyO6CTpaToM IPsAMOI
peaxiiii; Kis — KOHCTaHTa iHriOyBaHH: APYIUM CyOCTPAaTOM HPsAMOI peakiiil;

Kip — KOHCTaHTa iHriOyBaHHA 3BOPOTHOI peakiiii.
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Y upomy pospini omucaHO KiHETMYHY IOBENIHKY MOJENi, AKY
0y/10 OTPUMAHO B pe3y/IbTaTi IPOBEEHOTO MOJIETTBHOTO eKCIIEPYIMEHTY,
NOPiBHAHO pPe3y/IbTaTU MOJENMIOBAaHHA 3 [NAHUMM JOCTIIPKEHHA
ocobmmBocTeit  Merabomismy pubodnaBiHy 'y ApiKEXKiB  Pichia
guilliermondii oTpumanyMu in vivo. BcraHoBreHO, moO Mopenb
6iocuHTedy pmbodaBiHy i Jioro moxifHMX 37aTHa BiATBOpIOBATH
CTaH CUCTeMM IIpM PisHUX 3ajaHMX BHYTpilIHiX mapamerpax. 1106
OOCIOUTH BifTBOPIOBa/JIbHI MOJK/IMBOCTI MOfEN, 3MIiHIOBaIM OKpeMi
IapaMeTpy CUCTeMU i 3HOBY pO3pPaxOBYBaIM CUCTeMy piBHAHB (7.10).
Pesynpratm mopiBHIOBa/MIM fAK 3 JAHMMM BUXigHOI Mopjem, Tak i 3
eKCIIepMMEHTA/IbHO OTPMMAaHMMM JAHMMU. 3 METOI0 aHali3y BIUIUBY
3MiH BHYTpIIIHIX ITapaMeTpiB CHUCTEMM BUMIPIOBaIM 3Ha4YeHHHA
KOHLIEHTpaliit MeTabomiTiB y KiHLeBii To4ui iHTerpyBaHHs. [lns
aHaji3y BUOpamu came I[I0 CTafiilo, OCKIIBKM Ije KPUTUYHA TOYKa, B
AKi MOXHAa BUMIpATM 3HA4Y€HHA KOHUEHTpaLiil AK IPOAYKTiB
OiocuHTesy, TaK i IXHIX IOIepeHNKIB.

Y pesynbTatri 4MCENbHOIO iHTETpyBaHHA OTPUMAIM AMHAMIKY
HAaKOINMYEeHHs INPOAYKTiB OiocuHTe3y — pmbodrasiny Ta ¢raBiHOBUX
KodepMeHTiB. JloBefieHO, 1O BMICT (IaBiHiB IIOCTYIOBO HapoCTae€ 3
BUXOJOM Ha CTAalliOHapHMII piBeHb, a KOHI[EHTpalisa ¢aBiHOBUX
HYK/TeOTHU/iB, TIOPiBHAHO 3 aHAIOTiYHOW pubodaBiHy Oyma 3HaYHO
MeHwow (puc. 7.2, 7.3). Ilpuuomy chiBBigHOUIeHHA puboga-
BiH/(1aBiHOBI HYK/ICOTMM HA Pi3HMX eTalax 301/IbIIyBanocsa K0 piBHA
B 59 pasiB Ha crayioHapHill crafii, IO Y3rOIKYETbCA 3
excnepuMeHTampHyMy  ganumu  (A.B. JKymupos wm  gp., 1985).
Pesynpratu € nopi6Hi go onucanux lllaBnoBcbKYUM i CHiBp. JaHUX NIPO
Hakonm4eHHsA ¢IaBiHIB y KyIbTypa/ibpHiNl piguHi i B kniTMHax npu
BUpOLIyBaHHI ApixmxiB Pichia guilliermondii Ha cepemoBuii 3

BMICOKIM BMiCTOM 3aJri3a.
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hrapirm, peld 107
chapie, Ml 107

Puc. 72. Jlunamika HakomueHHA (aBiHIB y MONET TPM HUSBKUX 3HAYEHHSX
MaKCHMAIBHOI IIBUAKOCTI peaktyi (V):
a: 1 - ¢raBiHOBI HyKTeoTHN; 2 — pubodrasiy; 3 — AMHAMIKA HAKOIMYeHHs prbodIaBiHy Ipn
HacnderHi (epmenty (R6) cyberparom (S2);
6: 1 - ®MH; 2 - pubodnasin; 3 - PAJL; 4 — cymapHumit BMicT ¢yIaBiHiB y KiTvHi

JIMHaMiKa yTBOPEHHA NPORYKTIiB 3HAYHOIO MipOIO 3a/IEKUTh Bif
JOCTYIIHOCTI cyOcTpariB. 30KpeMa, 3HaYHe HAKOIMYeHHs pubodasiny,
HOPIBHAHO 3 (IaBIHOBMMM HYK/IEOTHJaMI B MOJieTi, 3yMOB/IEHO JJOCUTD
HM3BKOIO KOHI[EHTpAIi€l0 IPYroro cydcTpaty i pubodasiHkiHasy —
AT®. Ha puc. 7.2 (6) 306pakeHO #aHi Ipo BMICT OKpeMux (1aBiHiB, sKi
OTPMMAHO Ha Mofesi Ipy HifBuIleHHi KoHUeHTpauii AT® y 10 pasis.
Boun BigmoBijamoTh [AuHaMili HakomudyeHHs (raBiHIB - KTiTMHaMK,
omycaniit y poboti (A.B. JKymmpmos n gp. 1985), srigHo 3 sAxumu B dasi
crioBiibHeHOTO pocty (30-60 rop) BMICT rraBiHIB 3pOCTaB rONOBHO 3a
paxynok @A]l, xinbkicTh BinbHOrO pubodaBiHy Oyna HaBMINOK0 Ha
HOYaTKy (asy CIOBIIBHEHOTO POCTY, a Iepef MOYaTKOM CTallioHapHOI
a3y 3HAYHO 3MeEHIIyBajach. TaKOXX BCTAHOBJICHO, IO HPY HaCUYEHHi
depmenty 6,7-numeTnn-8-pubitwniomasuacuaTaza (R6) cyberpaTom
CIIOCTEPIraeTbcsA 3Ha4YHE 3POCTaHHA WIBUAKOCTI YTBOPEHH:A IPOAYKTIB

6iocnHTesy, 30KpeMa, prbodasiny (puc. 7.2).
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Y ApLKIXKIB BUABIEHO [iBa MEXaHI3MU PeryIOBaHHA 610CHHTe3y
pubo¢nasiny: perpoinribyBanus 3a yuacrio ¢rasinis (P.b. bamabaH i in.,
2000; [1.P. bepuramswiu u gp., 1970; B.II. boxxkosa, 1991) i penpecito
Ha piBHI TpaHckpunuii 3amisomporeinom (/1. Dbepramandm, 1969;
O.P. BepuramBunu u gp., 1969, 1970, 1974). Huska npibkmkiB mpu
BUPOIIYBaHi Ha CepefoBMIAX 3 HM3bKMM BMICTOM 3ajisa 3[ilICHIOE
HajicuHTe3 pubodasiny. BomHouac BimOyBaeTbcsi JAepemnpecisi HU3KU
¢depmenTiB y MerabomivHOMY JaHLIOry OiocuHTesy pubodasiny
(/I. bepramangu, 1969). Ham 6y1o 1ikaBo ZOC/IiAUTI NOBERiHKY MOfei
IpU pisHMX 3HAYEHHAX aKTMBHOCTI QepMeHTIiB. 3 Iji€l0 MeTO0 MU
IIPOMOJIE/IIOBA/I  3MiHM aKTMBHOCTI, 3MiHIOIOYM 3HadYeHHA V y
KiHeTMYHMX pIBHAHHAX (epMeHTIB, 1 crmocrepiramm 3a 3MiHamy, IO
BinOyBamcs. Busswim, mo 3i 36inbienHsaM 3HadeHHs V' y 10 i 6inbiue
pasiB Ipy He3MiHHMX 3Ha4YeHHSX KOHL|eHTpalil cyOcTpaTiB, € He3HayHe
HifBUIIIeHHs KOHIleHTpalii cuHTe3oBaHOTOo pubodnasiny, a vy
noenHaHHi 3i 3poctaHHAM KoHueHTpauii ['TD - cyberpary pis nepiroi
peaxijii 6iocMHTe3y CIOCTepiraeTbCsi 3HauHe 3POCTAHHS IIBUAKOCTI
yTBOpeHHs 1 KoHIeHTpauii pubodaaBiHy Ha ¢OHI He3HaYHOro
HAaKONMYeHHS KiHIeBUX IPOAYyKTiB 6iocmHTesy - OMH i DA]]
(puc. 7.3).

OtpuMaHi pesynbTaTi JOOpe Y3TOMKYIOTbCSA 3 ONMCAHMMMU B
po6orax (A.B. Kympmos m pgp., 1985 ILI. Borau i in. 1984) i
3acBiguyIoTh TON QakT, mo dpepmenTu ¢raBiHOTeHe3y, IMOBIpHO, He
noBHicTI0 HacuueHi cybcrparamu (B.IL Boxkosa, 1991) wuepes
KOHKYPEHILil0 3 IHIIMMM peakliiMu OOMiHy 3a IIOIEepPefHUK -
ryaHinosi Hykneotuan. KpiM Toro, noBefieHO, IIO 3a HasABHOCTI
JOCTaTHbOI Ki/BKOCTI cyOCTpaTy 31 3pOCTaHHAM MaKCUMalabHOI

mBuakocti (V) peaknii Rl, R6, R7 mpocrexyerbca 3HauHe
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HaKOIIMYEHH: OfJHOTO 3 IIPOAYKTiB MeTabomi3My, pubodasiny, Topi Ak
yTBOpeHHA KiHIeBux mnpopykrie, ®MH Ta ®A]Jl, miMmiToBaHO
KOHI[eHTpalji€lo Apyroro cybcrpary pubodraBiHKiHasHOI peakiii —
AT®. Takoxx Ha Mopeni JoCHiguIM AVMHAMIKY Hmepebiry mpoMixHUX
peakuiit Mertabomismy pubodaBiny (puc. 7.4). 1[0 HEMOXIUBO
TOCATHYTU B €KCIEepUMEHTaX in Vivo 4M in Vitro 4epe3 HaA3BUYAHY
NabibHICTh MipUMIAMHOBUX NONepenHUKiB pubodnasiny (B.IT. Box-

KOBa, 1991).
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Puc. 7.3. [Junamika HakormdeHHA ¢nasinie  Puc. 7.4. [lunaMika yTBOpeHH:A IPOMDKHIX
Y MOJ€Ii IIpY BUCOKMX: 1 — hrraBiHOBi MeTabO/TIB 6i0CHHTe3y IIpU 3HAYEHHAX
HyIeoTI A 2 - prbodnasin MaKCHMaTbHOI IBYKOCTi peaxiyii (V)

3BaKauy Ha BOKINBY POIb (/IaBiHOBMX HYK/IECOTHHIB AK y
MeTabomi3Mi KITMH MiKpOOpraHismiB, Tak i Ipu 3acTOCYyBaHHI B
Te€paneBTUYHMX Li/IAX, BBAXXAEMO aKTya/IbHUMU [aiblli JOCi>KEHHA
MOJIEKY/IIPHUX OCHOB perynioBaHHA ¢aBiHorenesy. PesymbraTi,
omycaHi B Hamiy po6OTi, € CBifYEeHHSAM TOTO, LIO KOMIT I0TepHe
MOJIeTIOBaHHS MOXKe OyTM OfHMM i3 LUIAXIiB IPOCYBaHHA B LIbOMY
HanpAMKYy. I xo4a TeopeTnyHi JMCKYyCil i MaTeMaTM4HE MOJEIIOBAHHA
IHKO/IM 1 [EeKOMY BMJAIOTbCA Bifija/IeHMMM Bifi peasbHOCTi, IIpoTe

aHaIi3 HasBHMX Y Liil Tamysi pobiT [jae 3MOIYy CTBepHXYyBaTH, IO
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HOCTiPKeHHA KOHTPONMI0 MeTabonmisMy 3acobaMy KOMITIOT€PHOTO
MOJIe/IIOBAaHHA CTa€ HEeOOXiTHMM KOMIIOHEHTOM y PO3yMiHHi TOTo, fK
MeTaboniyHa cucreMa cebe MOBOAUTD, IO MOXKe OYTU BUKOPMCTAHO
mns  Mmopudikanii i TOBeHiHKM B KOHKPETHMX MeJMYHUX Ta

6i0TeXHOIOrIYHMX Li/AX.



Po3gin 8. MATEMATUYHA
MOAEAb KOAUBHUX
MPOLIECIB

8.1. MaremartuuHa mogeAnb
ABTOKOAUBHUX
MemMOpaHHO3B’13aHuUX npouecis
Ha paHHiX cTagisix embpiozeHe3y

B’I0HA

Bigomo, 10 TOHKI 3CyBU JIOHHOTO OajaHCy
MO>XXYTb 3aIlyCKaTy¥ MeTabo/iuHe aKTMBYBaHHA B AApi il IMTOIIIA3Mi
3ammigHeHol ANUeKmiTHHN Ta paHHix 3apopkiB (C. Petzelt, 1972).
Hanpuknag, 3anikaBmiooTh faHi Ipo 36ir 3 puTMamy IOAINY KIITHH
OCLWIALIN 10HIB Ka/IbILIi0, @ TAKOXX IE€PiOAMYHNX KOIMBaHb aKTUBHOCTI
Ca**-3anexnoi AT®-asu. Y nepios CMHXPOHHOTO IIOfiTy 671acTOMEpIB
BifOyBatoTbcs GioximiuHi i ¢isuko-ximiuHi mpomecu, XapakTep SKUX
(HemepepBHICTh Ta LMKIIYHICTH) Ta IXHil 3B’A30K 3 MOII/IOM IAlOTh
HiICTaBy  3pO3YMITM B3a€EMO3B’A30K IIYCKOBUX 1 PperyasaTOPHMUX
MeXaHi3MiB MiTO3y.
Y pesynbrati [JOCHKEHDb 3alUIifHEHUX SNMLEKITUH Oynn

BUSB/IEHI CUCTEMN, HpOBi,I[Ha JTaHKa AKHNX Ipallo€ B aBTOKOJIVMBHOMY
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pexumi. Ha KopmcTh IbOro ysaranbHEHHA HaBENEHO YMC/IEHHI
apryMeHTVM BK/IIOYEHHs aMiHOKMC/IOT y Oinku i 3MiHM 1mymy
CynbQrifpUIbHIUX TPy Y KOMMBHOMY PEXIMi 3 IIepiofioM 6/IM3bKUM JI0
40 xB, mo OyI0 BUABIEHO IiJ Yac CHHXPOHHOTO JAPOOIEeHHS
ronkomkipux (Y. Mano, 1968).

ExcniepyMeHTaIbHUMY ~ [OCTIIKEeHHAMM  Oioe/IeKTpUYHuX
IpOIleCiB, sKi BiIOYBalOTbCs Ha paHHIX CTajisix eMOpioreHesy B’IOHa,
0y/l10 OTpMMaHO KpMBY 3MiHM TPaHCMEMOPAaHHOTO IOTEHIialTy Ta
BUABJIEHO TICHUII B3a€MO3B’SI30K MDK Il KO/NMBAaHHAMM Ta PUTMOM
npobrnenns 6macromepiB (E.A. Toitma, 1993). 3rigHo 3 cyyacHUMU
yasnenHamu TMII samyyaerbcst g0 cuHXpoHisanii pepMeHTaTUBHUX i
TPAHCIIOPTHMX IIpolieciB, iHTerpanil ¢isuyHuxX i XiMiYHMX BIUIMBIB Ha
MeMOpaHy, IlepefiaBaHHs 30BHIIIHIX CUTHAIIB Y KTITHHY, PETy/T0BaHHs
€HEepPreTMKM Ta CUHTE3Y MaKPOMOJIEKY/, MDKKITUMHHOI B3aeMOMIl Ta
perymoBaHHA po3BuTKy oprasismy (b.A. I'yasun, 1978; JLII. I'punioc,
1986). L1i MOMeHTV IPMBEPHY/IM HAIy yBary i 3MyCUIN BiKOperyBaTu
3aBIaHHS TOCITiI KEeHHS.

Y pesynbrati aHanmisy xapakrepy KonuBHux smin TMII mamn
0yZI0 3aIIPONIOHOBAHO TiNOTe3y, IO Ha PaHHIX CTafifAX eMbpioreHesy
B’I0OHA BVHMKA€ AaBTOKOJVBHUII IIpOLieC, KM, 30YIKYIOUM CUCTEMY,
BeJle /1O BUHMKHEHHS B Hiil BIACHUX 3racaiounx Qaykryanii. Y npomy
pasi cymapHuil TpaHCMeMOpaHHWIT OTeHIliasl, KMl MU OfIEPXKYEMO B
pe3yNnbTaTi €KCIEePUMMEHTAIbHUX BUMIPIOBaHb, MA€ MICTUTU TpU
CKJIaJIOBi:

E. - aBTOKO/MNMBHA CK/TafOBa;

E. - moTreH1tian crokoio;

E, — cxagoBa sracaroumnx KONMBaHb;

10010 Erpn = Ea + Es + E. (8.1)
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3ammifHeHa SMUEKTITUHA € BMCOKOBIIOPSIIKOBAHOW 6i0710-
riYHOIO CUCTEMOIO 3i CKIAJHUMM MeXaHi3MaMyl PEryli0BaHHA, PO3BUTKY
Ta CAMOOPraHi3yBaHHA, B fAKiMl LI/IKOM IPUPOJHO MOXXYTb BUHMKATU
aBTOKOJMBHI Ipouecu. [nd TakMX CUCTEM XapakTepHUM € Te, 10
KOJMBAaHHA B HUX BMHUKAIOTb HE 33 PAaXYHOK 3OBHIlIHIX BIUIMBiB
(ITOYaTKOBOTO IIOIITOBXY YM BIUIMBY II€piOAWYHOI Aiii), @ B pe3y/nbrari
BHYTPILIHHOI 3JATHOCTI TakKOI CUCTEMU CaMOCTIIHO peryaoBaTi
HAaJXO[>)KEHHS €HePril BiJj IOCTITHOTO [pKepena. B ycix aBTOKONMBHUX
CCTeMax HAABHMII pe3oHATop (OCHWIATOP), APKEpeno >KMBIEHHA Ta
3BOPOTHMII 3B’130K MK HMMMU. OCKi/IbKM MOBa iifie Ipo 6ioeneKTpuyHi
ImpolecH y KIiTMHI, TO pe30HATOp [OLIIbPHO IPOMOJENIBAaTH 3a
OOIIOMOIOK0  KOJMVMBHOTO  KOHTYpPy, IO YTBOPEHMI  LUIAXOM
MOC/TIIIOBHOTO 3’€NHAaHHA €EMHOCTI Ta IHOYKTUBHOCTi. 3BOpPOTHUII
3B’SI30K — Iie BiiTIOBigHMIT 6i0eTeKTPUYHMIT MeXaHi3M, 32 Y4acTIO SIKOTO
PE€30HATOP caM PEry/II€E HaAXO)KEHH:A eHepril Bifl Kepena.

PiBHAHHA, IO ONNMCYE BiNbHI KOMMBaHHA OCLWIATOPA, MA€E

surmsp (ITapcenn., 1975):

q'(t) + wo’q(t) = 0. (8.2)
Po3p’s3koM piBHAHHA (8.2) € dyHKIis:
q(t)=Qicos(wot+P), (8.3)

fe Q - amIUTiTYZa KOMMBaHb; (t) — eleKTpUYHMIL 3apsf Ha MeMOpaHi
K/TITMHM; Wy — KYTOBA YaCTOTA BIACHMX KOJIMBAaHb; B — asa KOMMBaHb.
Y piBusnHi (8.2) u)o:l/\/LC,
me L - ingykTuBHicTh; C — e/IeKTpUYHa EMHICTD.
PeanpbHi KONMMBHI cucTeMM Ha IOYaTKOBMX eTallax IEPexXiZHOTOo
IIpOLeCY MAaloTh 1€ OfHY CK/IafJoBy — BJIaCHI 3racardi KO/IMBaHHA

KOJIMBHOI cumcreMu. 3racamdyi BacHI KOJMBAHHS BUHMKAIOTh
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IpPaKTUYHO Y BCiX peanbHMX KOMMBHUX CHCTeMax, TOMY IO Ipoliec
BifIOyBa€TbCsA y NIEBHOMY peallbHOMY CEepefloOBMUI, fKe CTBOPIOE JIOMY
omip. OCKiNbKM NpY CTBOPEHHI Mofeni 6i0eNeKTPUIHMX HPOLieCiB MK
BUKOPMCTOBYBa/IM METOAY €NeKTPMYHUX KiJ, TO MOXKHA CKJIACTU
nudepeHiiiHe PIBHAHHA, LIO OIMCYE 3racaloyi BIAacHI KOIMBAaHHSA
(ITapcenmn., 1975):

Liq"+Rq' +q/Ci =0, (8.3)
me L, - inpyktuBHicTD; R - omip; C, — emMHicTb.

3ammcaBimy po3B’sA30K PpiBHAHHA (8.2) y Burmami q(t)=Q.e
Pcos(w;t+a), Mu oTpuMamm GOpMyIU A1 OGYMCTIEHHS aBTOKOIMBHOL
cxmagoBoi TMII E.=a,cos(wot+P) Ta CkmafoBOi 3racalodmx KOIMBaHb
E.=a,cos(w t+a)e**, IligcraBnaioun OTpPMMaHi 3HAa4Y€HHA CKIaJOBUX
TMII y piBHaAHHA (8.1), ofepXyeEMO MaTeMaTUYHY MOJIe/Ib, KA OIICYE
aminy TMII Ha paHHiX cTapifax emOpiorenesy:

Enn = arcos(wit+a)e™® + a,cos(wot+f) + E, (8.4)
Ie a;, a; — aMIUITYAY KO/IMBAHb; Wi, Wy — NVK/IIYHI 9aCTOTH KOJIMBAHb;
a, B — dasu KonMMBaHb; Y — IeKPEMEHT 3TacaHHs KOIMBAHb.

Mopens (8.4) 6yno oTpuMaHO B pe3y/lbTaTi pO3B’SA3KYy HBOX
mudepeHUiiHNX  PIBHAHb  JPYroro MOPSAAKY 3  IHOCTIIHUMMK
KoedillieHTaMy, TOMy BOHAa BiffoOpa’ka€e 3HAYHOIO MipoI0 AKiCHY
KapTMHy Iponecy. 3HaueHHA mapamerpie R Ta C, orpumani B
pe3y/IbTaTi MaTeMaTMYHOTO MOJIe/IIOBAaHHA, 30iraloTbcsa 3 BijoMumnu i3
MiTepaTypHMUX MKepel 3HAYEHHAMM LUX IapaMeTpiB, OTpUMMaHMMMU
eKCIlepMMeHTanbHO. 3arajioM mapametpu R, C, Q, L € ¢pynkuiamu vacy,
TeMmeparypu Ta iHmIMX ¢akTopiB cepemoBuIA. 3aIpOIOHOBaHA
MaTeMaTV4Ha MOJie/Ib JJaCThb 3MOTY 3’ACYBaTM BMIJIAZA LMX (PyHKLi,

OOCHIOUTH BIUVIMB 30BHIIIHBOIO CepefloBUINA Ha 6ioeneKTpqui
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IapaMeTpy KIiTVHM, 3pO3YMITM MeXaHi3MM IXHbOI 3MiHM i B3a€MOpil.
Marematnyny Mogenb (8.4) Takox Oyno ampo6OBaHO Ha HM3IH
eKCIepyMeHTaNbHNUX JaHux 3Minu TMII 3a BIIMBY KaTioHIB Aeskux
BO)XKMX MeTaliB. Y BCiX BUIIafKaxX abCOMIOTHA IOXMOKA BiITBOPEHHS
€KCIIEPYMEHTA/IbHUX JAaHUX 32 JOIIOMOTOI0 MaTeMaTMYHOI MOJeNli He
nepesumye 5 %.

Ha puc. 8.5 nokasano exkcriepumenTanbHo orpuManumit TMII Ta
pe3ynbTaTy JIOTO BiATBOPEHHA 3 BUKOPUCTAHHAM 3alpPOIIOHOBaHOI
MaTeMaTU4YHOi Mopeni. MakcuManbHa IOXMOKa BIiITBOpEHHS He

nepesuiye 5 % (moxmubxa ekcrepumeHty -5 %).
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Puc. 8.5. BigTBOpeHHs eKCIepUMEeHTaIbHO OTPMMAHOTO TPaHCMeMOPaHHOTO
norenuiany (TMII) 3a ;oroMorow MateMaTHYHOI MOZEi

Mopenp mae MoXmMBiCTh Imbme 3posymiTum 6iodismuny
npupoay komuBHux 3MiH TMII Ha panHIiX cTafisx embpiorenesy. 3a
JIOIIOMOrol0  Iii€i Mofe/nli MOXKHa JOCTIKyBaTu  6ioeneKTpudHi
IapaMeTpy KIITHH i MeXaHi3MM IXHbOI B3a€MOJIl, BU3HAYaTU BIIUB
30BHIlIHbOTO cepemoBuina Ha Hux (I.B. Macmii, II.1. CaHarypcpkuil,

2001, 2002, 2003).



Po3gir 9. HOBUIM KAAC
AUHAMIYHUX MOAEAE
«SIK YHIBEPCAABHUM»

9.1. Onuc npoueciB paHHL020
embpiozeHe3y TBapuH 3 no3uuii
“HoB020 KAACy guHaMiYHUX

mogenea”

Y pobori 3a ocHOBY Oyn0  B34TO
ABOIIPOAYKTOBY AMHAMidYHy MOfenb HOBOro kiacy (B.M. I'myuikos, u

op., 1983):
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)2 alt, )0 < a(t)< 1, F()= [[ele)+ m(or

[Tpn nmapamerpusanii, TpaHcOpPMOBaHiil 1O HAIIOTO 00’€KTA, B
Mofie/li BUKOPUCTOBYBa/IM TaKi IPUIYILIEeHHS:

1. 3pocraHHA cymMapHOI Macu eMOpiOHaJIbHUX KIIITUMH
obepHeHO POMOpIIiliHe 3MiHi MacK )KOBTKa eMOpioHa.

2.V nepui 1wicTh TOAMH eMOPiOHA/JIBHOTO PO3BUTKY 3apOJKiB
B’IOHA Y CUHXPOHHOMY peXumi 3pijicHioeTbcsa 10-11 KpaTHMIT HOAIN
KIJIITVH, IPMYOMY CyMapHa Maca K/IiTUH CyTTEBO He 3MiHIOETbCA.

3. Ilicna mricte ropgmH eMOpiOHa/IBHOTO PO3BUTKY 3araabHa
Maca KJITMH TIIOYMHae 30imbIIyBaTmCA, a IXHil TOAII  BXe
OeCUHXPOHI30BaHMIL.

4. Tlopir 4yTAMBOCTI O PEeryAATOPHUX CUTHANB HPOTATOM
PaHHBOrO eMOpioreHe3y Mae TeHAEHLIIO 1O 3HVKEHHS.

Ha migcraBi 3asHauyeHMX IpuIylieHb, a TaKOX 3a
ABOIIPOSYKTOBOIO AMHAMIYHOK MOJE/II0 3allpOIIOHOBAHO MiHiMa/lbHi
Mopeni pO3BUTKY eMOpioHambHOI cycremu. PosrisgHeMo cIOdYaTKy
MOfie/Ib PO3BUTKY eMOpioHa BIOHAa 3 MOMEHTY 3aIUIifHEHHS
ANUEKTITUHA — [0 IIOCTOI TOAMHM ITicasA 3amrigHeHHs. KinbkicTb
knitiH N obuncmoemo 3a ¢gopmynoro N = 2°, me N(t) - kinbkicTh
KJTiTUH Y 3apPOJKY O MOMEHTY 4acy t, n(t) — KiIbKiCTb IOAINIB KITITHH Y
3apOJKy O MOMEHTY 4acy t.

3a IBONPOAYKTOBOIO MOJE/UTIO 3aIIMICYEMO TaKi piBHAHHA:

m(t)= ja(r,t)l(r,t)y(r)m(r)dt, M=M,+ jm(f)dt, 0<a, u<l, (9.2)

0



331

t

o0)= [ Ble.l -yl nlekt, €= [elehr, 0 p(0)<1, (03

0

t

P=P+ J.[/”t(r,t)y(r)+ w(z,t)-(1=y(z))]- m(z)de, 0<t<T, (9.4)

0

G=P-M, g=G',p=P', f=p+g+c, (9.5)

t

F(t)=[ f(e)at, (9.6)

0
me m(t) - WBMAKICTh 3MiHM Baru eMOpioHanpHOI KmiTmHM; o(T, t) -
IMTOMA LIBUAKICTD IPUPOCTY Baru 3apofika Ha OHY eMOpiOHa/IbHY
KJIiTUHY, a0 BHECOK OfiHi€l KIITMHM B MOMEHT 4Yacy T y IIBUAKIiCTh
3MiHUM Baru 3apofika B MOMeHT 4acy t; A(T, t), u(t, t) — koediuieHTn
IOTY>KHOCTeII, a00 IHTEHCMBHOCTI BMKOPMCTaHHSA CHUHTETUYHOI
IpOAYKTUBHOCTI KmitTuH (y 6iooriuniit cucremi A= p =1); y(t)(m(1) -
YacTMHA BHYTPIIIHIX pecypciB, sKa BUKOPUCTOBYETbCA I CUHTE3Y
NPOAYKTIiB BHYTPIIIHHOTO CIOXXMBAHHA, abo yacTuMHA Barum K/IiTUHMU,
HeoOXiflHa [/IA BiATBOpEHHs BJIACHMX CTPYKTyp; M(t) — Maca ofHOro
6macromepa; c(t) — IIBUAKICTD BUIIIEHHS PETYIATOPHUX CYOCTparTiB;
B(t, t) — MMTOMA MIBUAKICTD BUHiNEHHS PETYAATOPHMX CyOCTpaTiB y
MOMEHT T, a60 BK/Iaj] OfHi€l KIITMHM B MOMEHT 4acy T y IIBUJKICTb
BUJIJIEHHsI PETYIATOPHUX CyOCTpaTiB y MOMeHT 4acy t; [1-y(t)]m(t) -
JaCTMHA Bary K/IiTVHM, KA B HACTYIIHUI MOMEHT 4acy peali3yeTbcs Ha
IIPOAYKYBaHHs CyOCTpaTiB perymioBaHHsA po3BuTky; C(t) — 3araibpHa
KUIBKICTh BUAIIEHMX K/IITMHOIO CYOCTpATiB, SIKi KOPETyIOTb PO3BUTOK;
P(t) - Bara 3apopka; G(t) — kiHIeBi npogykTu MeTabomi3My KIiTHHY;
f(t) - wmwBMAKicTP HaAXOIKeHHs HPOAYKTIB >kuBneHHs; F(t) — maca

IIPOAYKTiB >KMB/IEHHS, AKi Hafifilim 3 >KOBTKa; T - KiHellb OfHOTO
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AKICHOTO TIlepiofly pO3SBUTKY 3apojka; tp — TIOYaTKOBMII dac
€KCIIEPUMEHTY.

Axmo y = const, P i M y MmomeHT 9acy t=0 nmosHaunam yepes P,
Ta M,, T0omi M, = P,, ockinbku n (KinbkicTb CUHXPOHHMX HOJINB y
IOYATKOBMII MOMEHT 4acy) JOPiBHIOE HYIIIO.

[Tpumyctumo, mo B moyatkoBuii MoMeHT 4acy c(0) = C,= 0,
C(0) = C,=0.

Hexain:

yeg ) m(z) (9.7)
YT P V7 [

TyT &, i [, — KOHCTaHTH.

3 ypaxyBanusaMm (9.2, 9.3, 9.7) maemo:

m(r)= jao 2 gy ()=, ) (9.8)

Pt)=M(1), G=0,g =0,f(t)=m(t)+c(t),dd—]\t4=m(t), (9.9)
C(t)=iﬂo~%(;))dz,c/(t)=ﬂ0";;—((z)). (9.10)

Po3ss'asytoun (9.8, 9.9), 3a ymoBM, 1m0 a,#0, Ofep>KNMO:

%_0‘0
M(t)= M{HMO (1- ao)t} : (9.11)

a%%
mle) = m{HM (- ao)t} | 9.12)

0
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Posp’asaBum (9.6), 3 BpaxysanHaM (9.11, 9.12), ofepxumo:

c=&[m—mo],C=&(M—MO)+&-m0t.
0 0 0
PosrnanemMo  MareMaTM4HMii ~ OIMMC  PO3BUTKY  B3ATOI
eMOpiOHaIPHOI CUCTeMU 3a Tepiof Bif MIOCTOI O ABAALATOI TOAMHU
PO3BUTKY IiC/IA 3aIUTiTHEHHA.
[11 IbOrO TaKOXX BMKOPMUCTOBYEMO piBHAHHA (9.2-9.7), ame

TyT y=y(1), a

__omle) ,_ , m(e)
- a, X(T)“B = B, Yo (9.13)

T

ne X(r)= J.y(u)'m(u)du.

0

(0)= [ ale, Ve, Dl ), M = M, + [ (i 0 < 2, <1, (919

0 1

t t

c(t)= jﬂ(r,t),u(r,t)[l —y(2)m(z)dt,C = Ic(r)dt,O <y(t)<1, (9.15)

0 IR

P= B+ [[Ale o)+ alet)- (- ()] mlcMie0 <<,

fo

G=P—M,g=G/,p=P/,f=p+g+c,

F(t)= jf(r)z’r,o <t, <t<T.

ty

[MigcraBnstoun sHaveHHs (9.13) B (9.14) ta (9.15), omepKumo:

m’(z)y(z) [, . mOy()

m(t)= tj;ao -Tdf,m/(t)z Iao .
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c'<z)=ﬁo%,ne 2(

o!—,N

Skmo 3pobuty 3aMiHy X=my, TO:
t

()=, "N, e 2(0) 1= ().

2(e) )
’ 2
Y-Lx=a, X =x. (9.16)
y X
[Tpunycrumo, o % =y =const. Ockinbkn
vV, e [tO,T],y(t)S 1, To
1)
0<y/ y< L2y et

3anuiemMo:

,_dx _dx dX _ dx
dt dX dt dx

9

togi (3.19) nepenuiemo y BUITIAAL:

L PR S
dx X dx X

Mu orpumanu iHijiHe [udepeHIiiiHe PpiBHAHHA TUITY

(T. Kops, H. KopH, 1984):

G5 Pk =0(e) 1yr PlE) = | X.0(E) =78 = .

PosB's3aB1y i10ro, ofep>KuMo:

x=(x0 —7-X0/(1—a0))(X/XO)a° +7/'X/(1_a0)’

ne xo—x( ) X, = X(o)
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Topi m(r): x-ey(”"')/yo, AmnajoriuHo MoxHa 3HaTn ¢, f, M i F.
3a IuMM MOAEIAMM MOXKHA OLIHIOBAaTM OaJaHC peryIATOPHUX
cybcTpatiB y 6OmacroMepax MPOTATOM YCbOTO iHTepBaly pPO3BUTKY,
Ak posrnagaeMo. IlopiBHAHHA — mpoleciB  BifgIoOBiAHO [0
POSIJIAHYTUX MOJie/Iell y Hepiofy CMHXPOHHOTO IOAiIy 61acroMepis
(mopmenb I - mo 1mocroi roguHM posBMTKy), a TaKOX 6HaCTy}1ﬂui'1' i
racTpy/IALII (momens II - mo 20 ropuu pOSBI/ITKy) JAOTh 3MOTy
IMPOCTEXXUTY CYTTEBY BiMiHHICTb IXHBOIO 3HA4Y€HHA B PEryIIOBaHHI
paHHBOTO eMOpioreHesy B’IOHA. 3MiHa BeIVYMHM Y B MOfei
BifjoOparkae BIUIMB BUCHAXKEHH CHCTeMM Ha il IPOJAYKTUBHICTb.

Y mpoueci 3HaXOKEHHA IIBUAKOCTI 3MiHM Macu B Mogenm II
NIPOSIBNIAETbCA €KCIIOHEHIIia/IbHA 3aJIeXHICTh, AKa CIPAMOBYE Ha
MOUIYKM KOJNMBHMX XapaKTEPUCTMK IbOr0 IIapaMeTpa B [AMHaMili
pO3BUTKYy. B 3B’A3Ky 3 LMM HeOOXiflHO  3ayBaXUTM, IO
eKCIIlepMMeHTa/IbHI [JaHi, OTpMMaHi Ha eMOpPIOHAJIbHMX CUCTeMaxX Yy
mabopatopii Mano (Y. Mano, 1968) i iHmMMHM [OCTigHMKaMH,
3aCBiAYyIOTh HAfABHICTb IIapaMeTpiB y paHHbOMy eMOpioreHesi
KOJIVIBaHb {HTEHCUBHOCTI CMHTe3y OiNKiB, AKi MicTATH Cynbrigpunbai
rpymnu, Konusasb inmoro pogy (.I. Canarypcbknii, 2001).

Orpumani Mopeni ONNMCYIOTb 3arajbHi NPMHLWIN CUHTE3Y i
BUKOPUCTAHHS PEryIATOPHUX CyOCTpariB y IIpoleci paHHbOTO
eMmOpiorenesy. BoHM [alThb MOXIMBICTD  OILjiHIOBaTM  6anaHC
Pery/IATOpHUX CyOCTpaTiB y 6nacToMepax IpOTATOM IHTEpBaIy 4acy
PO3BUTKY, AKMIT PO3IIAAA0OTb. Po3pobieHi Mopeni MaTuMyThb CBiit
JANbIINIA PO3BUTOK i KOHKPETM3alilo Py IIJIAaHYBAaHHI Ta NPOBeJeHHI
eKCIIePUMEHTA/IbHUX JOCTiKeHb PaHHbOIO eMOpioreHe3y TBapyUH

(O.A.Toinpa i1 iH., 1998).



Po3gia 10. 3ACTOCYBAHHS
MIKPOEAEKTPOAHOI
TEXHIKM HA IHLUMX
KAITUHAX

10.1. EAeKTpuYHa aKkTUBHICTb
eniTeAiaAbHO —M’I30BuUX
i HEPBOBUX KAITUH 2igpoigiB

CkopoueHHA CTe0enblsl Ta MLIYNAIbLiB Y
fesKMX mpencTaBHUKIB kmacy Hydrozooa, B AKMX IIPOCTeXyeTbCs
CIIOHTAaHHA e€JIeKTpMYHa aKTUBHICTD, IHII[IIOIOTbCA MeiICMeKepaMu —
krituHamu-Bopiamu  putmy (9. Koampen, 1980; D.R. Stokes,
N.B. Rushforth, 1979). ¥ xononianbaux ¢opm rigpoigis crocrepirarors
edeKTy eNeKTPUIHOI aKTMBHOCTI, 1[0 CYIIPOBOIKYIOTbCSI CKOPOYEHHSAM
eniTemaJbHO-M I30BUX K/IiTUH, NpOABNAITbCA Ha 06Me>KeHill 4acTuHi
Tina (crebenblie, LIymanablisg) ab0 MOMMPIOIOTHCA IO BCill KOJOHIT 3a
JOIOMOIOI0 CUCTEMM 3 PpIi3HMMM TUIIAMM IIPOBiHOCTI: BiIbHO-
IPOBIJHOI 1 HAapocCTawye-IpoBifiHOW. Y pasi BinbHO-IpOBifHOI
CUCTeMM Bifjanb PpO3IOBCIOMKEHHA 30y[PKeHHS 3a/IeXUTb Bif

IlapaMeTpiB  CTUMY/IIOBaHHA, a B HapOCTAaK4e-IPOBIifHINI BOHA
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3HAXOJUTHCA Y (byHKuiOHaJIbHiﬁ 3a/IeXKHOCTI Bif KiIbKOCTi, 4aCTOTH Ta
inTeHcuBHOCTI cTumymntoBanHa (3. Konpen, 1980; R. Josephson, 1967;
A. Spenser, W. Schwab, 1980; D. Stokes, N. Rushforth, 1979).

3a [ONMOMOIOI0 METOJiB 3 BMKOPMCTaHHAM BHYTPilIHbOKII-
TUHHUX MiKpPOEJIEKTPOMiB OTPMMAHO INpAMi JOKasy NPO HMPOBENEHHA
CUTHaJly II0 HEPBOBMX K/IiTMHAaX PYXOBMX TiraHTCBKMX BOJIOKOH Y
cuponodop (G.O. Mackie, 1978) i TiraHTCBKUX IUIaBaJIbHUX
MoOTOHelipoHax y rizpomenys (A.N. Spenser, R.A. Satteriie, 1980), ne
nooguHokmit IIJl mommMproeTbcs dYepe3 BCi HEWPOHM IPOBifHOI
cucremn. InaBanpHi MoTOHelipoHu y Poliorchis yroprorors 3arampay
MepeXy i € eNeKTPUYHO 3B A3aHUMM dYepe3 IIUIMHHI KOHTaKTH
(AN. Spenser, R.A. Satteriie, 1980). 3’sicoByroum, fAK II€pPeHAETHCS
30y/>KeHHS Bij HellpoHa O HepoHa y HepBOBIil CiTIj, fesAki aBTOpK
BUCIIOBWIM INPUINYLIEHHA, IO MDK HeMpOHaMM € XiMi4YHi CHMHaIcu
(J.A. Westfall, 1996). Bynf Takox moBefeHa HasBHICTb y TifpOiAiB
CMHAIICIB, aKTMBHICTh SAKMX O/IOKYETbCS HAUIMIIKOM KarioHiB Mg**
(G. Kass-Simon, L. Passano, 1978; P. Pierobon et al., 1995; A. Spenser,
W. Schwab, 1980). Y mnoopmuokoro mnomima Corymorpha palma
CKOpOYEeHHsI CTeOenblis, 0 MPOBOAATHCS MO KITMHAX eKTOHEpMH,
MaroTb BurnAp, cepii I1/1, a Big xinbkocri I1]] y madmi saqexXuTp CTymiHb
ckopouenns crebenbus (E.E. Ball, J.E. Case, 1973). Insa Ttoro, mo6
mocmignTy MynbcyBaHHS crebenbusa Corymorpha palma Tta jioro
IPOBiHICTh, BYeHi Hisnmm HammmkoMm kKarioniB Mg** (E.E. Ball,
J.E. Case, 1973). OTpumaHi maHi CBif4aTh MpPO Te, L0 BUKIMKAHI
€JIEKTPVYHMM CTUMY/IIOBaHHAM IYJIbCYBaHHA iHILIIOIOTbCA Ha OGHOMY
KiHIIi cTebesblisl i MPOXOJATD IO CePefHill YacTMHI O IPOTUISKHOTO

KiHII cTe0esblisi, IO 3acBifyye OJIOKYBaHHSA HEPBOBO-M S30BOTO
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KOHTaKTy 1oHamm Mg*" y Takmit croci6, mo emiTenianbHO-M A30Bi
KITITUHY He 30yKYIOTbC HepBOBUMM KaiTuHamu. OTxe, y/IbCyBaHHA
crebenbisi Corymorpha palma e emitemianbHumy, a HepBOBa CUCTEMa
BiITIOBiZlae 3a MOIIMpPEHHS i JIOKAIbHY 30YAIMBICTD emiTenialbHUX
xrimua (E. Ball, J. Case, 1973; G. Kass-Simon, L. Passano, 1978;
G. Mackie, 1978; P. Pierobon et al. 1995; A. Spenser, R. Satteriie, 1980;
A. Spenser, W. Schwab, 1980; J. Westfall, 1996).

Knitunam HepBOBOi cucremu TifipoiniB BmacTuBa 6araTo-
¢dyHnkuionanpHicTh. Hanmpukian, riraHTChKi IIaBasbHI MOTOHEIPOHM
Poliorchis € cBiTo4yT/IMBUMMY, a TaKOX € reHepaTopaMy MOTOPUKY, a
1ie 3[aTHi iHTerpyBaTU CHMHAITUYHI IOTE€HLia/IN Ta IepeaBaTi PyXoBi
immynecn mo edekropiB (P.A.V. Anderson, G.O. Mackie, 1977;
A.N. Spenser, R.A. Satteriie, 1980). OT>ke, BOHU BUKOHYIOTb BCi QyHKIIT
HEpBOBOI CUCTeMM, L0 ABJIAE COOOK0 TPM TUIM HEPBOBMX KJITHH:
YyT/IMBi HEPOHY, MOTOHENPOHM, iHTepHeipoHU. bararodynkuio-
Ha/IbHI HeVIpOHM OY/IVM BUSBIIEH] 1 OMMCaHI TAKOX Y IPICHOBOZHOI Tif-
pu (M. Sakaguchi et al., 1996; H. Schaller et al., 1996; J. Westfall, 1996).

3alikaB/leHHs ~ MexaHisMammu  iHimjamii i perymoBaHHA
PUTMIYHOCTI CKOPOYeHb Y TifIpOifliB BUKIMKANIO IIOABY HU3SKU TEOpiil
HIOZIO LIUX TPOIlieciB. BBaXKaTh, 110 OIMBUIICTD PUTMIYHUX peaKIiit y
Hydrozooa KOHTpO/MIOIOTH MeicMeKepHi KIiTUHM, ab0o cucTeMu, sKi it
BUKOHYIOTb ponb Bofaiss putmy (R.K.Josephson, 1967). Bupuaroun
¢deHOTUIIOBE [O3piBaHHA HENPOHIB y (OpMyBaHHI HEpBOBOI CITKM
Tifpy, JOBEIN 3[AaTHICTh HEMPOHIB BiINIOBilaTy Ha OTOYYI0Yi CUTHA/IN 3
antureHoM L96 sanmexxHo Bif Biky (R. Josephson, 1967; U. Technau,
T. Holstein, 1996).

Pesynbraty pgocmimKeHb PO3BUTKY €€KTPUYHOI aKTMBHOCTI,

BCTaHOBJIEHHA YMCENBHOCTI ITOMiN Ta PO3MOBCIOJYKEHHS €IeKTPUYHMIX



339

IMITyZIbCiB OKpeMMX K/TMH Tifpy IIiJ, 4ac IpOLeCy pereHepyBaHHA
3aCBiUM/IY, 1O MiC/A MOYaTKy JOTO y BiJCOTKOBOMY CIiBBifIHOIIEHHI
eIeKTPUYHNX iMIy/bciB ammtityga 3pocrama (J. Itayama, O. Sawada,
1995).

OTXe, eneKTpMYHA aKTUBHICTb eMiTelTiaTbHMX Ta HEPBOBUX
KJIiTVH TifIpy IOJIATa€E y reHepyBaHHi putMidHux cepint I1]1, Aki nmexarp
B OCHOBI 3aIlyCKy CKOpPOYeHb M S30BMX BiIPOCTKIB emiTe/ianbHO-
M’asoBux kiaitmH (J. Itayama, O.Sawada, 1995; G. Kass-Simon,

L. Passano, 1978).

10.2. MexaHi3mu 2eHepyBaHHsI
MeMOpaHHO20 noTeHuiaAy

B be3xpebeTHUX TBapuH

Bigomo, mo y craHi CIOKOIO HepBOBa
kmituHa Aplysia californica migTpumye Ha cBoiif IOBepxHeBiit
MeMOpaHi pPi3HMIIO TOTEHIIaliB, sIKa CTAHOBUTb OmM3bKOo 60 MB,
IpUYOMY BHYTPIlHIN OiK 3apAMXeHUIl eNIeKTPOHETaTUBHO IIOHO0
3oBHimHboro (3. Kanpgen, 1980). IIparooun Ha riraHTCbKOMY aKCOHi
KambMapa, Xomkkin, Kam (1949 p.) i Keopric ta Koym (1942 p.)
BCTAHOBMW/IM, 10 OaTapes, TeHepyloya HAIpPYTy, 4YepIae CBOIO
IOTEHLia/IbHy €HEpPril0 3 HEOJHAKOBOTO PO3IOJiNy KaTiOHIB KaJliio I10
obuaBa 60Ky MeMOpaHy HepBOBOI KIiTHHMU. Po3nozin katioHiB HaTpito
Ta Kajil0 3aJeXUTb Bif Ipoleci MerabomisMy — TPaHCIOPTHOTO
Mexaniamy Na' i K*, abo Na*, K* - mommny, mo nifTpumye BcepeanHi
KJIITVHYM KOHIEHTpPALlil0 HAaTpil0 HU3bKOI, a KOHLEHTpaLil Kaliio -
BJMCOKOIO, aKTMBHO TpaHcHopTyioun Na' 3 KIiTMHUM Ha3oBHI, a K*- 3

30BHIIIHBOTO CEpefoOBUINA BCEpPeNUHY. B pesynbraTi aKTMBHOCTI L€l
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IIOMIIY BCepeAVHi HepBOBOI KIIITVHYU KOHIIEHTpAIis Kalilo IpuOIu3HO
B 20 pasiB 6inblua, a KOHI[EHTpallisg HaTpilo B 10 pasiB MeHIa, HDK B
30BHIIIHBOMY CepefoBUINi. Y TiraHTChKOMY aKCOHi KajibMapa
BHYTPIITHbOK/IITMHHA KOHLeHTpania K* cranosuts 400 MM, a
30BHIIIHBOK/IITMHHA — 20 MM, BHYTPIlIHbOKJIITMHHA KOHLIEHTpALis
Na" cranoButh 50 MM, a 3oBHimHbOKIITMHHA — 440 MM. Otxe, y
CIIokoi MeMOpaHi pUTaMaHHA BMCOKA IIPOHMKHICTD IS JIOHIB Kalilo
(mpu6bmusno y 100 pasis 6inbiua, HDX A Hatpio) (3. Kanpen, 1980;
M. Czech, 1977; B. Hille, 1976; A. Hodgkin et al., 1952).

Beaxarorp, mo MII kmituau GopMyeTbcss MexaHisMaMu, sKi
GYHKIIOHYIOTD y IMTOIUIA3Mi, a TAaKOX MiANbHICTI0O JIOHHMX KaHasiB
mwrasmMatnyHoi Mem6Opanm. Lli  dakropm migTpuMyloTh  IeBHe
CHiBBiJHOLIEHHA  KOHIIEHTpALil  KaTioHiB y  KIITMHI  IOAO
KOHIIEHTPalill iOHiB y 30BHIIIHbOMY CEPENOBUILL.

Bimomo, 10 reHepyBaHHA IAYKOBMX Ta NOoAMHOKMX II]]
B/IaCTUBe J/Is1 €KTO- Ta eHTofepManbHux Kmitud rigpu (R. Campball et
al., 1976; T. Itajama, Y.Sawada, 1995). Ilpuuomy B eHTOZepMi
aMIUITy/la IOTEHLia/liB [il 3HaYHO MEHINA, HDK Y K/IITUHAX eKTOLEPMMU.

Hespakaroun Ha 3HAYHY KUIbKiCTb YMCIEHHMX JOCHi/I>)KEHD,
MEXaHisMM, 1O JIEXXKAaTh B OCHOBI IeHEPYBaHHA IepiofinyHux 3min MII,
BUBYeHI HefocTaTHbO. OfHAaK BifoMo, Mo y (OpMyBaHHI BeIMYMHU
MIIC 6esxpebeTHUX TONOBHY pOJ/b BifjirparoTh ioHM Harpiio, Kajio Ta
x1opy (IL.T. Borau Ta in. 1984).

JloBemeHo, IO MOTEHIia/l CIIOKOKI eIliTeliaTbHUX KIiTUH
eHTOfepMM Ta iHTepcTunianbHux xmiTmH Hydra attenuata Mae
NO3UTVBHI 3HaUeHHS i CTaHOBUTH Bif +3 mo +25 MB, a B i3o/poBaHNX

HEPBOBMX KIITMHAX BOHU HeratusHi: Big -5 g0 -25 MB (R.D. Campball
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et al., 1976). IloTeHuian CcHOKOK Yy KIITMHAaX eKTOflepMU Trigpu
3HIDKYETbCS NIpU 301/IblLIIeHHI KOHI[eHTpallii oHiB HaTpilo o 18 MM,
[0 TPUSBOAUTH [0 3arubeni i30/IbOBaHUX KITUH €HTOJEPMMU
MPOTATOM TOAMHU. 3MiHa KoHLeHTpaniii kamiio (0,2-3 MM) He
3yMOBJIIOE IIOMITHMX 3MiH IIOTeHIialy CIOKOI0, 30iIbllIeHHs
KOHIleHTpauii Buije 3 MM mpusBOguTh O LIBUAKOI 3arnberi KIiTMH
(R.D. Campball et al., 1976).

[Ipn peectpyBaHHi MeMOpPaHHOrO IOTeHLia/ly i30/IbOBAHMX
KJIITMH €HTOJlepMI CIOCTepirany nepiogudHi puTMivHi Jenonsapusanii
MeM6Opany TpuBazicTio 150-2 000 MC 3 MOBI/IBHUM BiTHOB/IEHHSM (Bif
500 mc g0 2-4 ¢) i ammitygoro Bif +2 mo +5 MB (R.D. Campball et al,,
1976).

3TifIHO 3 HAHMMU JITEPATYPU I[OJO HOCIIIKEeHHS e/IeKTPUIHO]
aKTMBHOCTi  i30/IbOBaHMX KIITUH €KTOAEpPMU Ta  EHTOJEepMU
IIPiCHOBOZHOI TIifipy, ILji KIiTMHM MalOTb BIaCTMBOCTI CIIOHTAaHHO
aKTMBOBAHMX 30y[/IMBYUX K/ITUH i 3TaTHI IPOTATOM TPUBAJIOTO IIepiomy
reHepysaryu putMmivgi norenniamu aii (PII[]) 3 cepenapoio 4acToTOMIO 7-

10 xB (L.M. Passano, C.B. McCullough, 1962, 1964).

10.3. MexaHi3Mu CUHANTU4YHO20
nepegaBaHHs

Y KUWKOBONOPOX>XHUHHUX TBAPUH

Bigomo, 1m0 pisHi eNneKTpM4YHi CUTHAIN
HepBoBux kmituH Aplisia californica BUHMKAIOTh y pesynbTaTi 3MiHU
CTpPyMiB, fIKi IIPOTIKalOTh 4Yepe3 KIITMHHY MeMOpaHy. 3MiHa CTpyMy

symosioe 3Minn MII (9. Kanpgen, 1980).
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JlocnimXeHHa, NpOBefeHi IPOTATOM OCTAHHIX POKiB, Aann
3MOTY BUPOOUTH €VHY TEOPil0 eeKTPUYHMX BIACTUBOCTEIl HEIIPOHIB,
AKa € OCHOBOIO Cy4YaCHUX YABJI€Hb IIPO €JeKTPMYHE IlepeflaBaHHA
CUTHAJIIB HepBOBUMM KiaiTMHamu. Ila Teopid Mae [Ba mKepena:
[OCTII)KeHHsI JIOHHMX MeXaHi3MiB MeMOpaHHMX MOTeHI{jamiB i
norennianis mii Xomkkinom, Xakcmi Ta Katiom (A.JI. XomkkuH, 1965;
AL. Hodgkin et al, 1952) Ta aHami3 XiMiYHOTO CHHANTUYHOTO
nepepaBaHHs, mposefeHuit Karowm (B. Katz, R. Miledi, 1969; 1970).

Kacc-IllimonoM (G. Kass-Simon, 1976) 6y10 BCTaHOBJIEHO, 1O
B3aEMOJIiI MDK €KTO- Ta EHTOLEPMOIO Tifipy MOXK€ 3HiJICHIOBaTMCA
Jepe3 eJIeKTPOTOHIYHNII KOHTAKT Ta Yepe3 HellpOHa/IbHI KOHTAKTH, a00
3aBMIAKY B3aEMOfiI yX MexaHi3MiB. [Hmmmu aBropamu (L.M. Passano,
1973; J.A. Westfall, D.R. Argast, 1982) minTBep/keHO, L0 HEpPBOBi
KITMHM OepyThb ydacTh B iHinjanii croHtanHol aktusHocTi. Hydra
attenuata, o6po0yeHa KONXiIMHOM, € IIOBEJiHKOBO iHEPTHOI Ta
e/IeKTpUYHO He30ymiuBoo. [TosbaBreHa HepBOBUX KIIITHH, Tiipa He
pearye Ha CBiTIO, DKy 4mM cnabke MexXaHiuyHe MOApasHEHH:A
KY/IbTypajlbHOTO cepefioBuma. IIBMAKiCTP NMOIIMPEHHA IIY/IbCYIOYMX
CKOpOYeHb y Hel 3HAYHO HIDKYA, HDK y HeOOpOOIeHNX KOMXiLMHOM
KoHTponbHuX TBapuH (N. Wanek, 1980; J. Westfall, D. Argast, 1982).

HepBoBi KmiTMHM Tigpy MOXYTb T€HEpPyBaTH IOBiNbHI
nepioguuni 3minu MIIC (M. Hassen et al., 1996). Ha cporopHiruHiit
JieHb BCTQHOBJIEHO MeMOpaHHWII IOTeHLiasn, KUt OyB 3yMOB/IEHMIT
apaxifoHoBolo Kucroror Ta ii moxigHooo 12-S-HETE, mo wMae
30aTHICTD 30yMKXyBaTU AUIAHKY TilIOCTOMY Tifipy Ta OpaTyu y4acTb y

6pynbkyBanHi (M. Hassen et al., 1996).
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Excriepumentamn bennera (M.V.L. Bennett, 1973) moBefneHo,
IO eJIeKTPUYHE Ta XiMiuyHe IepeflaBaHHA CUTHAIIB, fIKe 3[iICHIOETbCA
3a JOIOMOIOI HEPBOBMX K/THH, HadgBHE Y BCIX [JOCTIIHKYBaHMUX
OesxpeberHnx TBapuH. I1]] pO3MOBCIOJKYETbCS MDK HelpoHaMu, He
BTpayvaloyy aMIUITY/y [0 KiHueBol finsHku akcoHa Aplysia californica,
ie BiH 30yXKye Ipoliec, KT Ha3BaHO CHHAITUYHYUM IepelaBaHHAM
(9. Kongen, 1980). Ockinbky cMHANTUYHE NlepeflaBaHHsI MAa€ BaK/IMBe
3HaueHHA [JIA PO3YMiHHA TOro, AK IIpaljloE HEepBOBa CUCTEMA,
HOLiIBHMM OyZI0 HPOCTIAKYBaTH, SK 3[iICHIOETbCA CUHANTUYHE
IepefiaBaHHsA B HepBOBiit cucreMi (3. Kanpern, 1980; M. Bennett, 1973).

Bigomo, 1m0 eneKTpuuHi Ta XiMiyHi cMHanCu po3pisHAITH 3a
MexaHisMOM i, MoOpQo/oriel0 Ta  MOXIMBMM  HAlpPsIMKOM
nepefaBaHHA CUTHaIiB. Y XiMiYHOMYy CHMHaICi moTreHnian pfii B
NPEeCMHANITUYHOMY HEMPOHI NPU3BOAUTH 1O BUAIIEHHA MefiaTopa,
AKMII TIPOHMKA€E Yepe3 CMHANTHYHY IIIMHY Ta B3a€EMOJIE 3 pelento-
paMu Ha 30BHilIHIT MeMOpaHi mocTcuHanTiuHol Kiaituan (3. Kanpern,
1980). Taka xiMi4yHa B3a€EMOfi CHpPUYMHAE TOABY CIPYyMy B
MOCTCUHANITUYHIN KIITUHI, SAKUIT 3MiHIOE II MeMOpaHHMIT [TOTEeHIial,
CTBOpIOIOYM a00 TajbMiBHUIL, 200 30YMKYHOUMil ITOCTCHMHANTHYHMIL
norennian. Tak, Benner (1976 p.) HpmillioB [0 BUCHOBKY, IO
HaifO1IbIII TUIIOBMM BUJIOM CMHAIICY 3 €eKTPUYHMM IIepefaBaHHAM €
IIIIMHHUI KOHTAaKT, IPM SIKOMY IIpe- Ta IIOCTCHHANTUYHA MeMOpaHM
3B’s13aHi NPOTOIUIa3MAaTUYHVMMI KaHA/NIAMM, NTEPEeKMHYTUMU Y BUIIALL
MOCTHKIB 4Yepe3 WIUIMHY, ¥ fAKi 3’€IHYIOTb LUTOIUIa3My KIITUH
(3. Kaupen, 1980; M. Bennett, 1976).

Y raurisx ueHtpanpHoi HepBoBoi cuctemu (LTHC) momrockiB

BUSBJIEHO HeWMpPOHM, B SKUX Bifl0yBalOTbCs IIOBiINbHI IepiopmyHi
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octmsanii MIL. Tlig vac ixupoi menomnspusariittoi ¢asu MII gocsrae
noporoBoro piBHsA Ta BuHMKae cepis II]l, sa saxkmumu caigye ¢asa
rinepnosnApusanii, 1o MOCTYIIOBO NE€PEXOAUTD Y CTAII0 JEIOAPU3aLiii.
Takmil TUII aKTMBHOCTI HeJPOHIB MOMIOCKIB Oy/l10 BUSABIEHO B
inentndikoBaHux HeilpoHax abmomiHanmbHOro raHrais  Aplysia
californica (A. Arvanitaki, N. Cholazonitis, 1968), Limnea stagnalis
(J. Salanki, I. Kiss, 1969), Helix pomatia (D. Sakharov, J. Salaki, 1969),
Otala lactea (H. Gainer, 1972), Helisoma trivolvis (S.B. Kater,
C.R.S. Kanenko, 1972), Onchidium verruculatum (Y. Katayama, 1973).

Hesanexuo Big posmipiB, ¢opmu, noxamisauii Ta ¢yHKIi
OiMbLIICTD HEPBOBUMX KITMH Oe3XpeOeTHMX Y 3araJbHUX pucax
BifilOBiae Mofeni HeNpOHa, IO BK/IYAaE TakKi q)YHKI_[iOHa}IbHi
KOMITIOHEHTH, SIK IIOTEHINia/l CIIOKOIO, IOTeHIlian i, 36y11>1<y10qi Ta
rajbMiBHi CHMHANTM4YHI IIOTEHLianM 1 TeHepaTOpHMII IOTEHLian
ceHcopHux kmituH (3. Koanpgen, 1980). 3a ocraHHi pokm 6yno
IIPOBENEHO BENMKY KiIbKICTb  MOCHiKeHb IIOAO MeXaHi3MiB
€JIEKTPUMYHOTO  II€peJaBaHHA CUTHAMIB OKpEeMMMU  HepOHaMu,
Pe3ynbTaToOM AKMX CTajia IOHHA IinoTesa, BiMOBIIHO 4O AKOI B OCHOBI
IIC, II[]l Ta CMHaOTUYHMUX IIOTEHIia/liB JIEXKUTh ONMH MeEXaHi3M -
INacUMBHUII pPyX HeOpraHiyHux ioHiB “BHM3” 3rigHO 3 ixHiMHK
enexTpuyHuMu rpagieatamu (3. Kanpen, 1980).

Bigomo, mo pisHi TMIM 3MiH TNOTeHLialiB BiApPi3HAIOTbCA
3aJIeKHO Bif Toro, Aki Bupu JOHIB OepyTb yd4acTb B IXHBOMY
reHepyBaHHi. [InTaHHA 1po Te, B AKil NMOCTiJOBHOCTI aKTUBYIOTbCA YN
IHaKTUBYIOTbCS MEXaHi3MU IlepeMillleHHsA LMX iOHiB i AKMM YMHOM L&
HepeMillleHHs. 3a/IeKNUTh Biff MeMOpPaHHOTO IIOTEHIIialy, BUBYEHO

HepoctaTHbo. Hanpukian, IItpymBaccep BUCIOBUB NPUITYLIEHHS, 1O
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rineprnionApusanid, 1o cmigye 3a  cepiero  IIIl, 3ymoBneHa
aKTMBYBaHHAM €/IeKTPOT€HHOI HaTpi€Boi NOMIM, IO CYIPOBOX-
JKYETBCS TPAHCIIOPTYBaHHAM i0HiB x/mopy (F. Strumwasser, 1967).

Koyn ta Kwopric (K.S. Cole, H.J. Curtis, 1939) nepmmnmn
moBeny, 10 reHepyBaHH: I1]] oB’A3aHe 3 piskuM 301IbLIIEHHAM i0HHOI
IpOHMKHOCTI MeMOpaHu. Bonm BuaBwim, mo mig wac IIJ] omip
MeMOpaHM TiraHTCbKOTO aKCOHA KajibMapa 3MeHIIyeTbcsA y 40 pasis - 3
1000 mo 25 OMXcM, a eMHICTh MeMOpaHy 3MIHIOETbCSI MeHIIlle, HK Ha
nBa Bigcorku. Ilisnime Xomkkin ta Karn (A.L. Hodgkin et al., 1952)
BCTaHOBWJIN, IO II0YAaTKOBE 30i/1bIIeHHs TOHHOI IMIPOHMKHOCTI Iif 9ac
I1]] 3ymoBneHO TuM, IO MeMOpaHa CTa€ Ha JeAKUiT 4ac Oibur
npoHukHowo anA Na', Hix gna K. Bonu pgosenu, mo mei mpouec
BiOyBaeTbCcsA 3a paxXyHOK BiIKpMBaHHS HATpi€eBUX KaHaJiB, B
pesynbTaTi 4YOro BMHMKAE 3MiHa moOTeHLianiB. [lemonAapusanisa
30i/IpIlIy€ TPOHMKHICTb [JIf JOHIB HAaTpilo, IO IPU3BOAUTH [0
IIepeXofy BCepelVHYy KIITMHM He3Ha4HOI KiTbKocTi Na' i cupuumHse
IIOfla/IbIlly JIEMO/IAPU3aliilo, sKa MigBMINYE NPOHMKHICTD AmA Na' 1me
Oinpbmre. Taka peakiifa 3MiHIOE Bim€MHUII 3HaK MeMOpPaHHOTO
noreHuiany go +55 MB (morennian piBHoBarm mnsa Na'). 3pocraroua
HeNnonApu3aliss BpeIUTi BUKIKYAE MEXaHi3M, SAKUM  CTBOPIOE
HifIBUIIeHY TNpoHMKHicTb mma Na'. Taka iHakTuBania Na'
CYIPOBOJPKYETbCS JATbIINM 301IbIIEHHAM BUCOKOI MIPOHMKHOCTI JiA
K', mo BuKIMKaHa fenonApusaniero. B riraHTCbKOMy aKCOHi KabMapa
PV KO>KHOMY iMITy/ibci 4epe3 1 cM’ IOBepXHi y KIITMHY BXOJUTH Bif
3x10"? mo 4x10 ' M Na' i Taka X Kimbkictb K'Y Buxommthb

(A.L. Hodgkin et al., 1952).
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Y [ocmigax Ha TiraHTCbKOMY aKCOHi Kanbmapa beiikep,
Xomxkkin ta oy (P.F. Bacer et al., 1962) samiHnnu 10HY 30BHIIIHBOTO
Ta BHYTPIIIHbOTO CepefloBUIL IHIIMMM JOHaMK. BdeHi Bumydamm
LIMTOIUIa3My 3 AaKCOHA, POSIPAaB/IANM BOJOKHO, HAIOBHIOIYM JIOTO
WITYYHUMM po3uMHaMu. Y akcoHa, mo Mmictu 600 MM KCl i 6ys
noMmimenuit y Mopceky Bogpy (10 MM K* i 470 MM Na*), norennian
BHYTPilIHbOI IOPOXXHMHM BOJIOKHAa CTaHOBUB - 60 MB. Komm BoHM
saminmwm Bcepeguni K* ([K*];) ma Na* ([Na‘],), MII sumxyBaBcsa fo
HynA. 36inpmieHHA KimbkocTi [Na®], akcoHa 3MeHIIyBazo OBEpIIYT
iMIyZIbCiB 1 3ynMHANO iXHE TeHepyBaHHS; IOAIOHMIT pesynbraT OYB
OTpMMaHMII B  €KCIepMMEHTaX i3 3MEHIIEeHHAM 30BHIIIHbOI
koHuenTtpanii Na* ([Na*],) (P.F. Bacer et al., 1962).

Ponp karionis Na' y renepysanna IIJI Bumpuanmmu Xaxcni i
Iremndmni (A. Huxley, R. Stamfli, 1951) Ha mooAMHOKMX IepexBaTax
PaHp’e HepBOBUX BOJIOKOH >XKabu. BOHM BCTaHOBWIM HasBHICTDb
MiHITHOI 3a/IeKHOCTI MDK BeIMYMHOI0 OBepuiyra i jorapudmom
KOHIIeHTpanil Na' y posuMHi Tak caMoO, AK y TiraHTCBKMX aKCOHaX
Ka/bMapa, Ta MiATBepAWIN, IO € MpKUOIM3HO MPOIOPLilHI CIiBBiA-
HOIIEHHS MK MaKCUMajabHOIO KpyTusHowo HapocranH:A I1]] i [Na‘], B
TOCIifax Ha TiraHTChKMX aKcoHax oMapa Homarus americanus [Janbro-
HOM 0y710 OTpuMaHO NofAi6Hi pesynbraty focmimpkens (Dalton, 1958).

Orxe, mxepeno reHepyBaHHa IIJI 3abesmeuye pisHUIA
KoHIeHTparlliit Na* mo obunsa 60ku MeMOpaHu.

ITpn panpuioMy BMBYEHHI 30y[IMBUX KIITMH MeMOpaH feski
BueHi (A.Kleinhaus, J. Prichard, 1976; T. Narahashi, 1974),
BUKOPUCTOBYIOYM  BHYTPIilIHbOK/JITMHHI  MIKpOE€NIEKTpOnY,  HiAnm

TETPOJOTOKCMHOM Ha CKeJIeTHI M sI30Bi BOJ/IOKHA, ]J_[O6 BCTaHOBUTHU, Ha
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AKi caMe TUIM JIOHHMX KaHajiB [ie meil mnpenapat. [loBemeHo, 1O
TETPOJZOTOKCUMH O0/10Kye BuHMKHeHHA IIJI muiaxoM BubipkoBOro
inribyBaHHs HaTpieBOl IpPOBifHOCTI MeMOpaHM Ta He BIUIMBAE Ha
kanieBy nposiguicte (T. Narahashi, 1974). Opgnaxk HarpieBi JoHHI
KaHa/IM, BUABJIEHI Yy HeMpPOHAX IUSABKY, € HeUyTIMBUMM [0 Aii
terpoporokcuHy (A.L. Kleinhaus, ].W. Prichard, 1976).

Bigomo, o mns BUAieHHS MefiaTopa y HEpBOBO-M A30BOMY
CMHAIICI >XKaby HeOoOXimHI MOHM Ka/bliifo, AKi y HOpMi MicCTATbCA Y
30BHIIIHBOKTITUHHOMY CepefOBMINI B OIbIII KOHLEHTpamil, HiX
BcepenuHi HepBoBoi kmituau (B. Katz, R. Miledi, 1969). Ha HepBoBo-
M’S130BMX Ta LIEHTPA/JbHMUX CUHAIICAX CIMHHOTO MO3KY >Kabu, KilIKi,
KajibMapa Ta aIulisii 6y/10 BUsBIIEHO, LI0 MepeXi Ka/IbLilo y KIITUHY €
BOK/IMBOIO JIAHKOK MDK [IENO/NApM3ali€l0 HEPBOBOTO 3aKiHYeHHA i
BuBimbHeHHAM anerwixoniny (V. Castellucci, E.R. Kandel, 1974; B.
Katz, R. Miledi, 1969; R. Miledi, 1973). ¥ Bumaaxy, AKIO BUIy4UTH
JIOHM KaJIblLIil0 3 3O0BHILIHbOIO CEPENOBMILA, IepeflaBaHHA CUTHATY
npunvauTbest (3. Konpen, 1980). 36inpuienns kinbkocti ioHiB Ca*
Bcepenmui xmituan ([Ca’'],) monerurye cuHanTHMYHE IepeaBaHHS
HaBiTh 3a HasBHOCTI TeTpomorokcuuy (B. Katz, R.Miledi, 1969).
[TigBuIeHHS 30BHIIIHbOKIITMHHOI KoHLeHTpauii Ca*'([Ca*'],) y n'saTh
pasiB (Big 11 mo 55 MM) 3MiHI0O€ Haxml KpMBOI “BXiA-BMXif® TaKUM
YMHOM, WO JenonApusaniga Ha 7,5 MB € gocratHbow mia 10-xkparHOro
36i/IbIIIeHHA TTOCTCHHANITIYHOTO cTpyMy. Ha minTBepmkeHHA rimoresn
Ipo Te, IO NpeCcHHANTUYHA JeNo/Apu3allisl 3yMOBIIIOE NepeMillleHHA
[Ca*], BCEpPeANHY KIITMHMU, CBif4NUTb TOM (PaKT, IO B TiraHTCHKOMY
axkcoHi kampmapa mig 4ac I1]] ionn Ca*" Bxoparts y ximituny (B. Katz,

R. Miledi, 1969; 1969; R. Llinas, C. Nicholson, 1975).
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Karny i Mineni (B. Katz, R. Miledi, 1969) BcranoBumm, 1o
TeToApM3allilo 3yMOB/IIOE BXiJl Ka/bliilo B HEPBOBi 3aKiHUeHHA. fKio
K BBEIEHHA JOTO 3aTPUMYETbCA [O 3aKiHYEHHA [elosapusariii,
MefliaTOp He BUBINbHIOETbCA. [lenonapusania mif vyac I1]] copuunzse
BUBIIbHEHHA MefjiaTopa, 3MIiHIOIOYM B/IaCTUBOCTI MeMOpaHu Oins
3aKiHY€HHA aKCOHa TaKMM YMHOM, IO B Hill 3aKPMBAIOTbCA Ka/lblli€Bi
HOTeHIlia/I-3a/Ie)XHi KaHam. Pojib i0HIB KasbIiiio B 11bOMy IIpolieci Oya
migTBepmkeHa Mineni (1973 p.), sAKuil crHocrepiraB HoOCUIEHe
BUMIEHHA MefiaTopa Iic/A BBENEHHA KaJblil0 B IIPeCUHANTUYHE
HepBOBe 3aKiHYeHHs TiraHTcbKoro cuHamca kanpmapa (B. Katz,
R. Miledi, 1969; R. Miledi, 1973).

Orxe, MII Kepye BUBIIbHEHHAM MefiaTopa, peryao4Yn
KaibllieBy 1npoBipHicTs. 1106 36impumMTH  BHYTPIIIHBOKTITUHHY
KOHIleHTpanio itoHiB Ca® [0 BeMYMHM, [JOCTATHBOI YIS 3aIyCKy
BUBi/IbHEHHS, OI/IBIIOCTI CMHAIICIB HeoOXigHa IenonApusauis Ha 25 MB.
Janplra penosnspusaliisi CIpUYMHSE BeNMKe NONATKOBe 30i/bIIeHHS
Ka/IbI[i€BOI MPOBiHOCTI (gca). B [eAKux cmHamcax HaBiTh He3HayHa
CTifIKa [enoiApu3alid HNPeCMHANTUYHNX 3aKiHY€Hb MOXXE YacTKOBO
imaktuByBaTM (gc.), TOMi, AK JIeTKa TrimepmonApusalis 3HIMae
inakTuBanito (9. Ksngen, 1980).

Tegynppir, FOure Ta I'panep (M.P. Czech, 1977; Dalton, 1958)
BUABWIN, IO B KITiTMHAX HelipoHiB Aplysia y renepysanns I1]] 6epyTnb
y4acTb KaTioHM KambLilo. Komm i3071boBaHy KIiTMHY HepoHa
nomimany B Oe3Ka/nbllieBUIT po3uMH, crocrepiramu reHepyBaHHs I1]1
nuile 3 YaCTKOBMM 3MEHINEHHAM BeIMYMHM OBEpIIYTa; BWIYYEHHSA
JIOHIB Ka/bllil0 IPUTHIYyBa/lO T€HEPYBAaHHA iMITy/IbCiB. BBaXkaroTp, 1110
BiLIOBifHI CTPyMM IPOXOAATb dYepe3 Ppi3HI KaHamum MeMOpaHu.

HoBeneHo, 110 MOTeHIjia3aneXXHi KabIli€EBi KaHaMM HEPBOBO-M I30BUX
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KITUH pPaKoIOAiOHMX MOXyTb OyTy 3ab6mokoBaHi kartioHamm Co**
(D. Gedulding, D. Junge, 1968), a Takox La**, Ni**, Cd**, Mn** (P. Hess
et al., 1986; R-W. Tsien, 1990). BHecok xanbiiito B I1]], oueBrnHO, 3poc-
Ta€, KO KIiTHHA po3pAmKaeThcs baratopasoso (3. Kanpen, 1980).

TakoX BCTAHOB/IEHO, IO IOO/MN3Y 30BHILIHBOTO OTBOPY
Ka/IBI[iEBOTO KaHA/ly COMAaTMYHOI MeMOpaHM HEVIPOHIB MOJIOCKIB €
CTPYKTypa, mo epeKTUBHO Xenarye aBoBaneHTHi karionm (IL.I. Koc-
Tiok, O.A. Kpbimrans, 1981). ¥ HemommudikoBaHOMY cTaHi 3 Li€lo
CTPYKTYpPOIO 3BA3aHNII iOH Kas/bIlilo, 3aBAKM YoMy 30epiraerbcs
CETIEKTUBHICTh KaHa/ly [0 OBO- J1 OBHOBA/IEHTHNX KaTioHiB. Buryyenns
jiona Ca** 3i CTPyKTypM IpM3BOAMTD IO II€BHOI KOH(OpMALilHOI
nepeOynoBy, pu kil kaHan Brpadae cenmektusHicTb (ILT. Kocriok,
1986; .M. Illy6a, 1983; 1991). 3a mornoMorowo ¢GayopecleHTHIX 30HAIB
(indo-1, fura-2) BusBmeHo OydepHi BIACTMBOCTI LUTOIUIA3MU, Je
LIMTO30/bHi 6inky BrmmBaoTh Ha Kationu Ca** (ILT. KocTiok, 1986).

Bigomo, 110 3i 3HM>KEHHAM 30BHIIIHbOK/TITMHHOI KOHI[eHTpallii
Kaablio 10 10°M KanblieBi KaHaIM IMOOAMHOKMX KapAiOMiOLUTIB
BTPAyaloTh CBOKI0 CEIEKTMBHICTb i HaOYBalOTh 3[aTHICTh MPOIyCKAaTH
kationn Hatpito (P. Hess et al., 1986). TyT cenekTuBHicTh mia JOHIB
Ca’" OsCHIOITH HASIBHICTIO (inbTpa PO3MILIIEHOTO IIPY BXOZi y KaHAIL
KoHcraHTa 3B’3yBaHHA INPOHMKAIOYOTO KaTioHa 3 uuM QinbTpom
BM3HAYa€ CTYIiHb IOTO IPOHMKHEHHA 4Yepes KaHal YuM Lieil cTymiHb
MEHIINI, TMM BUINA IPOHMKHICTb KaTioHa. OTXKe, YMM KOHCTaHTa
3B’A3yBaHHA Oi/bIlla, TMM MeHIIA IPOHMKHICTh JBOBA/JIEHTHUX KaTiOHIB
i BoHU f1ifoTh siK 6mokaropu (P. Hess et al., 1986).

BBakarorb, 110 Tia KIITMH i aKCOHaJIbHI MeM6paHI/I MOXYTb
BMKOPUCTOBYBATU JIJI1 TeHEpYBaHHA iMITy/IbCiB Pi3Hi IOHHI MeXaHi3MU

(IL.T. Kocriok, 1978). Ongnak BUABJIEHO, 0 HeMonudikoBaHi KanbliieBi
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KaHa/my L-Tuny KIiTMH CMHOATpiaJIbHOTO By3/la KPOJIiB MalOTb BUCOKY
HpOHMKHICTH [y1s ioHiB Hartpito (F. Porciatti, D. Di Francesso, 1990). B
HeVPOHA/JIbHUX KIiTMHAX Aplysia iy R15, L7, L10 i L11 MexanismMu
TeHepyBaHHA iMITy/IbCiB He NOTpeOyIoTh iOHIB Kasbllilo i 3amexarb
3a3pyyail BuKmMouHO Bin Na' (H. Bryant, D. Weinreich, 1978; D.
Carpenter, R. Gunn, 1970; D. Carpenter, 1973; F. Strumwasser, 1974).
DyHKLiOHaTbHE 3HAYEeHHA KOMOiHOBaHOTO HaTpiii-
Ka/IbI[i€EBOTO MeXaHi3My He 3’5ICOBAHO JI0 KiHIIf, ajie B IesAKMX KITMHAX
iOHM  KaJbLil0 BUKOPMCTOBYIOTbCA A  BHYTPIlIHbOK/IITMHHOI
curHamisanii i MOXYTb aKTMBYBaTH OfWH ab0 KilbKa KITMHHMX
nponeciB. Hampuxmag, y 6araTbox HeNpoOHIB OAVH i3 KOMIIOHEHTIB
3aTPUMAHOTO 30i/lbIIEHHS gk BK/IIOYAETHCS BXIiHMM IIOTOKOM iOHIB
Ca® mig wac BucxigHoi ¢asm moreHuiamy paii (RW. Meech,
N.B. Stander, 1975). IIpumyckaioTb TakoX, 10 CIIOHTAHHA eJIEKTPUYHA
aKTVMBHICTb emiTe/lia/IbHO-M A30BMX Ta HEPBOBMX KIITUH Tifpn
BiZIOyBa€TbCsl 3a Y4YacTIO KajbIi€EBMX KaHAJB, 4epe3 sKi IPOXOAATDH

kationu Hatpito (A.N. Spenser, W.E. Schwab, 1980).

10.4. ®apmakoAoRiyHi
0cobAUBOCTI peuenTopiB 2ama—
aMIHOMACASIHOI KUCAOTU Ta

2AI0TaMaTHUX peuenTopiB

Ha CbOTOIHIIITHI TIeHb IBOCTOBiIpHO
imentndikoBaHNMU HelipoMeniaTopaMy € Taki XiMiuHi pedyoBMHU:
KaTexo/naMinu - podamiH, agpeHanmiH 1 HOpafpeHasiH; 5-TifpoKcu-

TpunTaMiH (CepoTOHiH); ricTamiH; AMKapOOHOBI aMIHOKUCIOTH -
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rIyTaMiHOBa Ta acmapariHoBa (30ymKyloui aMiHOKMC/IOTM); rama-
aminomacnsgna kucnora ('AMK) i rainue (rajmbMiBHI aMiHOKMCIOTH).
IIpoTsAroM TpMBanoOro 4acy BBa>kaju, 110 HEPBOBi 3aKiHYeHH OTHOTO I
TOrO >X HENpPOHAa BUAIAKTb OOMH i TONW caMmil HelpoMezniaTop
(mpuunun [eitna). Ane [oBefeHO, IO HEVPOHM, SIKi pO3BMBAIOTHCS,
CUHTE3YIOThb i BUMIIAKOTDH 6inbie, HXK ofuH HeilpoMeniaTop. Pasom 3
HU3bKOMOJIEKY/IADHUMM MeZiaTOpaMy BUAUIAIOTbCA TaKOX Hepo-
aKTVBHI IENTUIN.

Bsaemopia HellpoMepiaTopa 3 peLeNTOpaMy IOCTCMHANTUYHOI
MeMOpaHM IPUBOAUTD [JO BUHMKHEHHS OCTCHHANTYHOTO ITOTe-1iiay.
ITocTrcMHanTN4HI MOTEHLiaMM MOXYTh NPUBOZUTU SAK IO HEIONIAPU-
3alil, TaK i 0 rinepnoirApu3sanii.

[ToTeHniamy, 0 3yMOBIIIOIOTH AETO/NIAPU3ALIiI0 € 30yIKyBasIb-
HUMM, a TiNepHoNApMU3allilo — Ta/bMiBHUMM. IX ITI03HAYAKTh Bifl-
nosigao 3ITCII ta I'TICIT (IT.T'. Koctiok, 1986).

Bunukuenns 3IICII mepeBa>kHO NHOB’si3aHe 3i 30i/MbIICHHAM
IPOBIZHOCTI MOCTCMHANTUYHOI MeMOpaHM I JIOHIB HATpilo, Kasio i,
MOXX/IMBO, Ka/bllilo, 3yMOB/IeHe aKTMBYBAHHAM JOHHUX KaHA/iB, 1O
MalOTb HMU3bKY CeNleKTUBHICTb. IloTeHIian peBepcii A/A CMHAITUYHOTO
CTPYMY, SIKMII BUHUKAE, BOpiBHIOE npubm3Ho 0 MB. CymapHuii crpym
4yepe3 IOCTCUHANTUYHY MeMOpaHy HaIllpaBeHuil y KmiTuHy. [HKomm
3IICII BMHUMKAE B pe3y/bTaTi SHV>KEHHs IPOBIHOCTI MeMOpaHM s
itoHiB Kaimio. BopHO4ac Bsaemopisf HellpomepiaTopa 3 peLenTOpoOM
NIpUBOAMTD IO MOSABM BCEPEAVHi KIITMHM BTOPMHHOTO IOCEPENHMKA,
AKUI 3yMOB/IIOE HU3KY IIOZilM, YHACTILOK AKUX 3aKPUBAIOTbCA Kaji€Bi

KaHaIn.
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Hettpomeniatopu, mo € npuumHoro BuHMKHeHHs [TICII,
aKTUBYIOTb XJIOpHi abo kamieBi kaHanmu. [ToreHuianu peBepcii mist ux
ioniB y HepBoBux kmituHax (Eq i E«) craHoBmaTh BimosigHO -60 i
-70 MB, a IIC - npn6msHo -50 MB.

AXTUBYBaHHA fIK X/JIOPHUX, TaK i KaJlieBUX KaHA/MiB CIPUUMHIE
rinepnonsapusanioo MeM6bpann. Cyunantuynmit crpyMm mip vac I'TICII
IIPOTIKa€ Yepe3 aKTMBOBAHI HeIpPOMENiaTOpOM KaHa/u 3 KIITUHMA.

Ins  BUBYEHHS  BJIACTUMBOCTEN  iOHHUX  KaHamiB,  sKi
aKTUBYIOTbCA  HeWpoMefiaTopaMy,  PeecTpPylTb  CTPyMM, IO
IpPOTIKAIOTh 4Yepe3 MOOAVHOKI JOHHI KaHamM 3a yMOBU (iKCyBaHHA
HOTeHIlia/Ty Ha ¢pparMeHTi MeMOpaHy (I1eTY-K/IeMII).

Ionnnmit xanman T AMK,-perientopa €  jiraHase’s3aHuM
KaHaJIOM, sAKMII aKTUBYETbCA TaMa-aMiHOMAacC/ISAHOI  KUCIOTOIO,
HelipoMepiaTopoM Yy umcnenHux cuuancax ITHC ccaBui. TAMKa-
pelienTop sBJsE COO0I0 ITIKOIPOTEIH, SKWUIT CKIAAETbCS 3 KiTbKOX
cybomMHuUIIb I'ATh 3 SKUX — Le o, B ,y, Ta p. TAMK,-penentop - 1e
VIOHHMII KaHa/l, KUl € BUOIPKOBO NPOHVKHMM JyIf JIOHIB XJIOpY.
®ynkuiero TAMK,-penenitopa B IIHC gopocinx xpebeTHNX € IIBUAKE
rajibMiBHe CUHAIITMYHE IIepefaBaHHA BHACTIZOK 3BA3yBaHHA MBOX
monekyn 'AMK i mBuaKoro spocraHHs IPOHUKHOCTI MeMOpaHU i
iOHIB XJ10pY.

Cnipg 3asHaunty, mo I'AMK fpie Takoxx uepe3 penentopu,
3p’sa3aHi 3 G-6inkamu (FAMKg -mertaborponHi penentopn) i TAMKc -
perienTopy, AKi € HedyTIMBMMHM [0 fAil OikykymiHy (floHOTpOIHIi
peLenTopy) Ta IPOHMKHUMI /IS aHIOHIB X/I0pYy.

B tabmmui 3.1 nmomano ¢apmakosnoriyni ocobmmsocti TAMK-

penenTopis.
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Bigomo, mo cepen moximHmux amiHokucnor 'AMK nHasBHa y
3HAYHIMl KIIBKOCTI B IPEeCMHANTUYHMX HEPBOBMUX 3aKiHUYEHHAX
xpebeTHuX Ta 6e3xpebeTHux tBapuH (Ix. IkKic, 1966; D. Belelli et al.,
1996; KW. Gee, 1988; J.J. Lambert et al., 1995; G.G. Lunt,1991;
J.A. Peters et al., 1988). TAMK 36i1blye IpOHUKHICTb TOCTCHHAITIY-
Hux Membpan mnsa K', i, omxe, Bigmanse MII Big moporosoro piBHs,

npu sKkomy BuHUKae I1]1.

Tabnuys 10.1
Papmaxornoris [AMK-penenropis

T'AMKa-penentopn I'AMKG-penenTopu

I'AMK, mycuimor,

AroHicTu T'AMK, 6aknoden
isoryauun, THIP > b
KOHKYPEHTHi . .
VP . 6iKyKy/IiH daxnodpen
aHTaroHicTH
6moxaropu .
) HiKPOTOKCHH -
KaHa/IiB
. . 6enH3opiaseriH,
aJI0CTEPUYHI arOHiCTH . -
6apbitypar

3BOPOTHI aroHiCTu 3a .
p . . 6era-kap6osin (DMCM) -
6eH3ofiasenmiHOM

AHTAroHICT 3a
Ro 151788 -

6eH30/iaseninoM

Ipumirka. THIP: 4, 5, 6, 7- Tpurifpoisokcasonmipuas

I'AMK-penentopu BifnoBiIaloTh 3a raIbMyBaHHA €1eKTPUYHOI
akTuBHOCTi. YTBOpeHHa I['AMK mnpoxommte mnpu MeTabomiqHMX
HepPeTBOPEHHAX alb(a-KeTOrTyTapoBOi KMUCIOTH B raMa-aMiHOOy-
tuparHomy myHTi (TAMK - H,NCH,-CH,-CH,-COOH).

Y1Bopenna 'AMK Moxxe 3filicHIOBaTUCS TaKoOX i3 [uamiHa

nyrpecuuna (H.E. Kyuepenko, 1988).
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'AMK 1nepeTBOpIo€TbCs NIPU [IeKapOOKCUITIOBAHHI ITIIOTAMaTy
B peakuii, sgKa  KaTalisyeTbcsA  IIIOTaMaT-[eKapOOKCUIA3010
(M.G. Darlison, 1992). IIpocTeTndHO0 Ipymolo Ii€i gekapOOKcmmasu
CIIY>KUTB HipugoKcanbdocdar.

l'ama-aMiHOOYTHpAT iHAKTUBYETHCSA NIAXOM TpaHCaMiHYBaHHA
3 YTBOPEHHAM IBaIbJerify OYpIITMHOBOI KMCIOTH, AKUI Haimi
OKMCHIOETbCA B cyKUmHAT. Ilicma nmepmmx pomnosimeit y 1987 ta 1989
poxax mnpo HaaBHiCTb ['AMKa-Ta rmoTaMaTHMX peLlenTopiB Ha
i30/1bOBaHNX KJITMHAX, BUJUIEHMX 3 MO3Ky XpeOeTHMX TBapuH,
3’ABMIACA Be/MUKa KiIbKiCTh My6miKanili, II0B’3aHNX 3 JJONIOBHEHHAMMY Y
IOC/IiJOBHOCTI KOKHOTO 3 IOIMENTUIHUX JIAHIIOTIB, a0 BiIIOBiqHUX
CyOOMHUITb, BUSB/ICHNX Y iHIINX XpeOeTHMX.

Byno omucano 14 cy6opuunip TAMK-penentopis Ta 12 cy6-
onuuuIp TmoTamatHux peuentopiB (H. Luddens, W. Wisden, 1991;
D. Wilson-Shaw et al., 1991).

Y 1991 poui 6yn0 omy61iKOBaHO fAaHi PO aMiHOKMCIOTHY
MOCTiJOBHICTh ABOX pisHux nominentupis TAMK- Ta rmroramaTHux
peuentopiB (H. Luddens, W.Wisden, 1991; M.G. Darlison, 1992;
D. Wilson-Shaw et al., 1991). ExcnepumenTtu, npoBefieHi Ha i30/1b0-
BaHMX HelipoHax Lymnea stagnalis Ta Drosophila melanogaster, mann
3MOry ommcatu CTpykrypy mnoninentujis I'AMK,-penenTopiB Ta
IIPOCTEXXNUTMU 3a LIi€I0 NMOCTiJOBHICTIO B €BOJIIOLITHOMY aCITE€KTi.

30ymKyodi aMiHOKMCIOTH, Taki sK IJNIOTaMaT i acmaprart,
MicTATbCA B 0araTbOX CMHAICaX LEHTPaIbHOI HEPBOBOI CUCTEMMU
xpebernnx. 3a ganumu Keprica (H.J. Curtis, K.S. Cole, 1942) rmotramat

CIIPUYMHSAE JEIONAPU3ALiI0 B HelIpOHaX CIIMHHOTO MO3KYy. Lleit edekT €



355

IIBUAKMM 1 MOXKe OyTV 3yMOBJIEHMII TaKOX iHIIMMM aMiHOKMC/IOTaMM
(L-acmaptar, L-romonucrar, L-nucrein-cynbdar).

[IIBuaKicTh 1BOTO e(eKTy CBiTYUTH MpO Te, IO IIIOTaMaT Ta
iHIII aroHiCTV 3YMOBIIOIOTH [IeTIOJIAPH3Allilo, Ail0uy O6e3rocepeHbO Ha
KaHajJbHI  pementopu. 3a  JOIOMOIOK  METOLIB  II€TY-K/IEMII
(xoHirypanis “outside-out”) 6yno mifTBepKEHO 10 rinmoresy.
JoBezeHo, 110 rmoTamMar eheKTUBHO i€ HaBiTh 32 OPaKOM OyAb-AKMUX
BHYTpilIHbOKITMHHNX KoMIoHeHTiB (C. Hammond, 1996).

BupinAwoTh /[Bi OCHOBHI IPynM KaHAaJIbHMUX peLENnTOpiB, AKi
aKTUBYIOTbCA 30Y/DKYIOUMMM aMiHOKMCIOTaMu. Take BU3HaYeHHA
OCHOBaHe Ha CIIOPifIHEHOCTi pellenTopa I IIIOTAMAaTHUX BUOipKOBUX
CTPYKTYp aHaioriB, ocobmmuBo 3 N-mermnom-D-acmaprar (NMDA).
OTKe, Take BU3HAYeHHs 3po0jIeHe MK TUMU KaHAIaMU [IIOTAMATHUX
peuentopiB, Aki axkTuBylOTbci NMDA-, I TuMM KaHanamMu
[IIOTAaMaTHUX PeLleNToPiB, AKi akTuBY0Tbcst AMPA, a60 kaiHaToM.

Cnip 3a3HaunMTy, IO IMIIOTAMaT fIi€ TaKOX 4Yepe3 pelenTopu,
mo 3B’s3aHi 3 G-Oinmkamu (rmoTamMaTHi MeTabGOTPOIHI pelenTopu,
mGluR). [TocmimkeHHs, mpoBefileHi Ha MO3Ky Ifypa Ta MU, Hamu
MOX/UBICTb  imeHTndikyBatm  cybomumumui ~ AMPA-penenropis,
HasBaHux GluR-1, GluR-2, GluR-3, GluR-4 ta cybonmuuii xaiHaTHUX
penentopiB (GluRs, GluRs, GluR; ta KA-1, KA-2) i cybomuumii
NMDA -perentopis (NR1, NR2).

3a [OIOMOTOI0 METOAY MeTd-KIeMIl, AOCTimKyoun in vitro
HellpoHY, AKi (OPMYIOTb CHMHAIICH CIMHHOTO MO3Ky Ta TillOKaMIIa
XpebeTHUX TBapuWH, iHIN BYeHi NpMIIIM /O BUCHOBKY, IO BXifHI

nocrcuHanTgHi crpymu 4epes NMDA-ta ne-NMDA -penenrtopn, ski
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€ Ppe3y/ibTaTOM aKTUBYBaHH:A 36YI[)KYIO‘{]/IX peueHTopiB, MalTb [OBa

komroneHT (C. Hammond, 1996). 3Bakaroum Ha BIaCTUBOCTI
NMDA- ta He-NMDA- penenrtopi (tabn. 3.1), mocmimkeHo, o Ha
KOMIIOHEHT He-NMDA-penentopa  He BIUIVBAaIOTh 3MiHU
30BHINIHBOKTITVHHOI KOHIeHTparii KarioiB Mg®, abo gis APV.
Bcranosneno, mo He-NMDA koMmmoHeHT 3HUKa€ 3a HassBHOCTI CNQX-
cereKTUBHOrO aHtaroHicra AMPA-pernenitopis. 3 inmoro 6oky, NMDA
KOMIIOHEHT T'€HEepYETbC y 6e3MarHieBoMy cepelOBUILi Ta 3HUKAE IIift

BIIMBoM APV - xonkypeHTHOro antaronicta NMDA -penentopis.

Tabnuys 10.2
Aronictu Ta anTarosictu NMDA- ta He-NMDA -penenrtopis
He-NMDA kananmm NMDA
Penenntopn
AMPA-peuentopu Kainatni KaHammn
6
HATRHIREL | AMPA, kpicksanar | aimat NMDA
CeIeKTUBHi aroHicTn
3Mimmani I7II0TaMar, III0TaMarT, IJII0TaMaT,
aroHicru acmapTaT acmapTaT acmapTar
D-APV
KOHKYPEHTHI CNQX, CNQX, (a60 DAPS)
AHTaroOHICTU NBQX NBQX avo
CPP
6
noxaT(?pm _ _ MK 801
KaHaJIiB
HEKOHKYPEHTHi
aHTaroHicTy 3a 7-X710p
ITIHOBUM KiHypeHaT
caiiToM

Ipumirka. 1. AMPA - a-amiHO-3-Tigpokcu-5-MeTnin-4-i3okcanon mpomionar; 2. D-APs a6o D-
APV - D-2-amiHo-5-¢ocdononenranar; 3. CNQX - 6-1iaHO-7-MiTpOKBiHOKCamiH-2,3-1ioH; 4.
NMDA - N-mernn-D-acmaprar; 5. MK801 - 5-merun-10,11-gurigpo-5H-gubeH3onukmorenteH-
5,10-imin mamat; 6. NBQX - 6-Hirpo-7-cymbdamobensoksinokcanin-2,3-gion; 7. CPP - (2-
KapbokcuminepasuH-4-m) npomnin-1-docdoniuno kucmit



357

TakuM 4MHOM, IpU CTUMY/TIOBAaHHI HeilpoHa y 6e3MarHieBoMy
cepemoBULll BMHUKAE BXiJHMII CTPyM, AKUII Ma€ J[Ba KOMIIOHEHTH:
NEePIINI KOMIIOHEHT Ma€ BENMKY aMIUIITY[y Ta IIBUJIKO iHAKTUBYETbCA,
a Jpyruil — NOBiMbHUII KOMIIOHEHT.

HasBaictp ioniB Mg®', abo ixHiit 6pak, Ta HasBHicTH APV He
BIUIMBAIOTh HAa IIepUIMil KOMIIOHEHT, aje OJOKyIOTb [pyTuil
(C. Hammond, 1996). BcraHoB/meHO, 1[0 paHHIl KOMIIOHEHT €
Pe3ynbTaTOM CUHANTUYHOrO akTuByBaHHA AMPA-penentopis. IlisHii
KOMIIOHEHT  COpPUYMHEHMII  aKTuByBaHHAM NMDA-penenropis,
OCKiJIbKM 3a HasBHOCTI KaTiOHiB Mg2+ el KOMIIOHEHT € JyXKe
OM SIKIIIEHNiT HEeraTMBHMMM TMOTeHIialaMM, ane BiH € MpHU BCiX
HNO3SUTUBHUX CTpyMaX. 3a HagBHOCTI APV mi3Hili KOMIIOHEHT 3HMKae
npu Oyab-sakux crpymax. Orke, Ii3HiII KOMIIOHEHT BXiJZHOTO
CUHANTUYHOTO CTPYMy CHOpPUYMHEHMI aKkTUBYBaHHAM NMDA-
peuenropis.

Kanan NMDA-penentopa € “nonBiltHO-BOPiTHUM
(C. Hammond, 1996). Bigomi nuure aBi yMOBM, 3a SIKUX Bifj0yBaeTbcs
JIOrO0 aKTUBYBAHHA: HAABHICTb JliraHjga I/I0TamMaTy (i, MoxnmuBO,
IINVHY) Ta genonspusania Mem6Opanu. Crif sayBaxnty, mo NMDA
KaHaM OJOKYIOTbCs JoHamm Mg** mpu crpymi 6nmspkomy 1o
IOTeHLiany cnokow KmiTuau. Yyrnusicte go crpymy NMDA kananis,
CIpMYMHEHA KaTiOHaMU Mgz*, PagMKanIbHO Bifipi3HAETbCA  BIf

ayTamBocti go crpymy Na' i Ca®f

KaHa/liB, 110 € BHYTPilHbOIO
ocobnmuBicTI0O 6iNMKa, KOMM He CIIOCTEPIraeTbCcsA 30BHIIIHBO- Ta
BHYTPIIIHBOK/IITMHHE 6/10KyBaHHs i10HIB. OT)Ke, BUHMKAE IUTAHHS, UN
HasABHICTb HEMPOTpPaHCMiTepa y CMHANTUYHIN LIIMHI € JOCTaTHBOI,

1100 CIPUYMHUTY TIOCTCMHANTUYHY peakiiiio NMDA.
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Bimomo Takox, mo He-NMDA- Tta NMDA-peuentopu
CIiBICHYIOTb Ha ITOCTCYHAIITUYHIN MeM6paHi (C.J. McBain, M.L. Mayer,
1994). Tax, Exmonzc Ta in. (B. Edmonds et al., 1995) cnpobyBanu gatu
BifIlIOBizb, AKOI0 OyJe YacTMHA CUHANITYHOTO CTPYMY, 110 POPMYETHCA
akTByBaHHAM NMDA-penentopis. Heitporpancmitepom y 6inbuiocti
cunancise ITHC xpebeTHux ciyrye rmoramar. BuBdyaouym BIUIMB
€HJIoreHHOTO ImoTamMary Ha He-NMDA- ta NMDA-penentopu y pasi
¢dikcyBaHHA IeTY-KJIEeMII Ha IIOCTCMHAaNITUYHMX HE[pOHax Ta
HOpiBHIOOYM 3 iMeHTU(IKOBAaHMMM TNPECUHANITUYHUMY HEVPOHaMU,
BYEHI BYCYHY/IN TaKy rinoTesy.

['moTaMat BUAINAETbCA B CMHANTUYHY LUINHY, Je 3B A3YETbCS
3 noctcuHanTuyHuM NMDA-penenitopoM Tak camo, Ak i 3 He-NMDA-
petentopoM. Komum MeMOpaHHMII TOTeHIianm HAOMMDKAETbCA [0
IIOTEHIIia/ly CIIOKOI KIiTWHM, Benuka minmHa NMDA-penenTopa
6710KyeTbCs jtoHamy Mg, siki HasBHI B CMHANTMYHIN mwinuui. Tomy
BupieHnit rmotamaT aktuBye He-NMDA-peuentopu (B. Edmonds et
al., 1995).

Hosemeno (C. Hammond, 1996), mo CcTUMYIIOBaHHA
[OpeCMHANTNYHNX HENPOHIB Timokamma B pasi Opaky itoHiB Mg
3YMOBJIIOE TIOCTCMHANTU4YHY [JeNojApu3allilo, IO € pe3ylIbTaToM
CMHANITUYHOTO BXIJHOTO CTPyMy Ta IIOB'A3aHa 3 IIepeXpelleHHAM
NMDA Tta nHe-NMDA kananiB. fIkujo Hemae karioniB Mg?* Ta 3a
HagBHOcTi APV, CIIOCTEpIraeTbCsl  3HVDKEHHA TPpUBANOCTi
IIOCTCYHANTUYHOI JeNOoJIApU3aLii.

KoMmnoHeHT, mosiBa AKOrO CIpUYMHEHAa aKTMBYBaHHAM
NMDA-penenrtopis, Mae noBipHiNIy ¢asy 3pocTaHHA AeNOIApU3arii

J TpuBae MOBIIe, HDK KOMIIOHEHT, omocepefkoBaHmit He-NMDA-
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peuentopamu. Otxe, komu NMDA-penentopu € aKTUBOBaHi, MiK
IIOCTCUMHANTUYHOI [eNonApusanii He 3aBXIU IIPOCTEXYETbCA, aje
TPUBAIICTD TAKOI [leNo/Apu3allii € 3HaYHO OiIbIIOIO0.

BuxopucranHA ceneKTMBHMX aHTaroHictiB NMDA- um He-
NMDA-peneniTopiB  alo  MOXJIMBICTb BMBYaTM KOXKEH 3 LUX
perienniTopiB  okpemo (IIifj 4ac CMHAOTUYHUX Bifmosifeit) y pasi pil
eHJIOTeHHMX 30yKylounx Kucior. Bigomo, mo kiaac He-NMDA-
peLenTopiB MOAINAETbCA Ha [Bi TPYNN: PELENTOPH, AKi aKTUBYIOTbCA
AMPA Ta KBICKBalIATOM i1 MAWTh [0 HMX BUCOKY CIIOPiHEHICTb
(B. Edmonds et al., 1995; C. Hammond, 1996; C.]. McBain, M.L. Mayer,
1994). Kanam, axtuBoBaHuUil KickBamaroM (10 MKMoIbB/m), ¥y
30BHIIIHBOKJIITMHHOMY CEPEJNOBUIIi Ha Ky/JAbTypi CIMHHUX HENPOHIB
mypa, € IPOHMKHMM [JIs OJHOBaJEHTHUX KaTiOHIB: BUKOPMCTaHHA
kBickBanATy rpu MII —60 MB cipr4annAe ogyHNYHNI BXiJHUIL CTPYM,
AKNIL € pesynbTaToM BXopy iioHiB Na' Ta Buxopy JioniB K* yepes Toil
caMmit KaHan (mpU4YOMy BXij HaTpilo Oinblmi, HDK Kasiio)
(C.J. McBain, M.L. Mayer, 1994). Kineruka ctpymiB € pisHoto. Lleit
AMPA-penjerrTop Ma€ He3HAa4YHy HPOHMKHICTH A KarioHiB Ca®, a
JIOTO TIPOBIHICTH NMIIe YACTKOBO 3a/leXUTb Bif cTpymy. Tum maue,
HOCTiKeHHsI, TPOBefleHi Ha iHIIMX 00’€KTax, 3acBigumiu, Mo meski
AMPA-penenitopy € mpoHUKHUMU 1 JioHiB Kanblio (C. Hammond,
1996).

binpmricte KaHajiB, fAKi aKTMBOBAaHI KBICKBa/JIATOM, MAaIOTh
npoBigHicts 8 ICM, sKa € MaloOYyT/IMBOI [0 3MiH MeMOpaHHOTO
noTeHniany. KpiM Toro, ofMHMYHMII CTPyM peBepcye Ipy MOTeHIiali,
6nmmspkoMy o 0 MB, AKIO 30BHIIIHBO- Ta BHYTPILIHBOKIITMHHI

OTOYYI0Yi cepenoBuIa MICTATH noni6Hy KOHLIEHTPaLilo
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OTHOBAJICHTHMX KaTioHiB. Ile 3HauMTh, 1O KaHa/, AKUI aKTUBYETbCA
KBICKB&IATOM € IpPOHMKHMM i KarioHiB. IIJo6 mepeBiputu 10
rinoresy, moTeHLian peBepcii cTpymy OyB 3adikcoBaHWIT y Pi3HMX
BHYTPIillIHbO- Ta 30BHIIIHbOK/IITMHHUX KOHI[EHTpaliAX ioHiB Na' Ta K.
Koy 30BHIIHbOK/TITMHHA KOHIIeHTpalia Na* sMmeH1yerbea Bif 140 no
50 mMmonb/1, 3aMiHOIOYM JoHM Na® XonmioHaMM, IOTeHIial peBepcii
CTa€e HeraTMBHMM (BiH 3MeHmIyeTbcs Bif 0 mo -20 MB). fAkmo itorn
Cs" 3aMiHIOIOTb BHYTPIlIHbOKIITMHHI JioHu K, peBepcia cTpymy He
BinOyBaerbcs. 1]i pesynbraTu jaloTh 3MOTy IEPEeKOHATUCH, IO KaHAI,
aKTMBOBAaHMII KBiCKBa/IATOM, € IPOHMKHMM [ #oHiB Na*, K* ta Cs* i
HEIPOHVIKHMIA [ XOJIiHY.

Byno posemeno (P. Jonas, N. Bumashev, 1995), mo neit kaHan
Ma€ HM3bKY IIPOHMKHICTD I JBOBA/IEHTHUX KaTiOHIB, 0Cc00/IMBO J10HIB
Ca*. Orxe, 3MiHM, 3[iliCHEHi LMMM iOHAaMM, He BIUIMBAIOTb Ha
HOTeHIlia/1 peBepcil KBiCKBaJIATHOIO IIOTOKY, 3adiKCOBaHOTO Ha
HellpoHax y KoHirypanii “whole-cell”. Ilopi6bnum dmHOM M
He3Ha4yHi 3MiHM poTOMeTpUYHO 3adiKCOBaHOI BHYTPILIHbOKIITMHHOI
KoHIeHTpanii Ca®* MOXYTb OyTu BUMIipsAHi mixg dvac Bigmosipi,
3yMOBJIeHOi KBickBamsATOM Ipu cTpyMi —60 MB. ABTOpM 3BepTaioTh
yBary Ha BaXIMBICTb (PiKCyBaHHs INOTEHIia/ly B K/IiTMHAX, OCKITbKU
IIOPIr aKTMBYBAHHA /1A IOTEHLIia/I3a/IeXHNX Ca®" KaHaJIiB, € HIDKYNM,
HDK HOPIr BXomKeHHs itoHiB Ca’" yepes 11i KaHaIu.

Hapmicon (M.G. Darlison, 1992) BuBuaB ¢apmakonoriui
BrnactuBocTi TAMK- Ta rmoTaMaTHMX pelleNTOpiB Ha MOJMIOCKAX Ta
mposzodim, IO CTalmo CTUMYIOM [0 JaIbLIMX JOCH/PKEHb B
enektpodisionorii Ta ¢dapmakosnorii O6iIKiB iOHHMX KaHamiB y

6e3xpebeTHUX.
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Bin BusABMB, 10 y XpebeTHUX Ta Ge3XpeOeTHUX TBapUH HasBHI
IFAMK- Ta L-rmoTamMaTHi penentopu B HU3KU JOH-CEIEKTMBHUX
KaHamiB. Y xpeberHux tBapuH ioHoTponmHi T'AMK-penentopn
(TAMK,A) nponukni pgna ioniB Cl, ockinbku raroramarHi
peuenTopyu/KaHamu, AKi migpospinaorbca Ha NMDA- ta He-NMDA
TUII, € IPOHMKHVMU TiZIbKY JIJIs1 KaTiOHiB.

Enexrpodisionoriuni mocmimpkeHHs Ha M S30BUX BOJIOKHAX
capaHy 3aCBi4yIOTb HasBHICTb MOJiOHMX ABOX TUIIB iOHHUX KaHAiB,
AKi Ipu  BUKOPUCTaHHI  IJIIOTaMaTy  CIOPUYMHAIOTD  KOXHY
mernonsApusaniio  (omocepenkoBaHy mnpu H-pemenTopax) BOJIOKOH
(T. Piek, 1985; H. Shinozaki, 1988). Ilim uac ekcmepuMmeHTIB Ha
KUIIKOBOIIOPOKHMHHMX, 30KpeMa, Ha aOfoOMiHaJIbHUX M A30BUX
raHrifax Momockis Aplisia califomica, 6y/10 mpoeMOHCTPOBaHO BIUINB
[JII0TAaMaTy Ha HEPOHM Ta BCTAHOBJIEHO, IO LeJl BIUIMB 3YMOBIIIOIOTh
TpM pi3HI NUIAXM: YiTKO BMpa)KeHa rinepnonApusanid, 1o
CYIIPOBOJIKYETHCSA TPAHCIIOPTYBaHHAM ionis Cl, CUbHa
HernonApusalisa, NPUYMHOK AKOI € IpoBigHicTb Na', Ta MeHIIa
rineprnonApusalis y Bifmosigb Ha mposigHicTe K', 1o, ovyeBupHoO,
CIY>KUTb JIAaHKOIO 3B’s13Ky npu G-611KOBOMY 3’€[lHaHHI pelienTopa.
[Topmi6bui pesynpraTv JiOHHOI BifnoOBi#i OynM 3apeecTpoBaHi mHpu
HOCTiIKeHHAX Ha HellpoHax Aplisia 3 Buxopucrannam [AMK
(M. Hollman et al., 1989; H. Luddens, W. Wisden, 1991). Otxe,
itonotponnHi ['AMK- Ta raroramMaTHi peuentopm y XpebeTHMUX
pO3MilleHi ITIepeBaXkHO B MeXKaX LEHTPa/JIbHOI HEPBOBOI CUCTEMMU, TOLI
AK y 6e3xpeOeTHNX Lii pellelTopy/KaHalu HasBHI B OOMBOX “THIIaxX’

HepBOBOI ccTeMU Ta epudepiiiHiil — y KoMax.
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Bueni [lapmicon Ta  Pom, IpomoBXyr4M ~ BUBYATHU
LieJTHANPsAMOK, Ha/IaBa/IN IlepeBary eKCllepyMeHTaM 3 BilOMIM OIIOPOM
B KOMaX KJIacy UUKJIOAVHIB iHCeKTMLWAIB, AKi MICTATb AMENApPUH,
eHapuH Ta renraxinop-enokcyup (R.H. Ffrench-Constant, R.T. Roush,
1991; G.M. Darlison, 1992). CknagHuky Oyny 3alpoIIOHOBaHi Ipu
BuBYeHHi f1ii TAMK-penenropa, sknit € 6710kaTOpoM XIOPHUX KaHAJIiB.
Y koMmax omip [0 UVKIOAIEHIB 3’ABIABCA HA IIOYATKy MYyTalil
MOOMHOKOTO TeHa. SIBullle Ile crmocTepiranu i Ha iHmIUX 06’€KTax,
HanpuKIag, GpyKToBiit Myci, JoMaIIHiit Myci Ta M’ AcHa Myci.

3 BUIIECKa3aHOTO MOXXJMBUI TOCUTh HE3BUYHMI BUCHOBOK,
AKMIT TIONIAITAa€ y BUABJIEHHI moninenTupy B MomocKiB Ta Drosophila
(posmipu sikoro 54 500 Ta 60600 Da BigmoBigHO) CXO0XOro y
HOCTIi/JOBHOCTI Ta epef6adeHHi BTOPMHHOI CTPYKTYPU O CyOOAVIHUIID
FAMKa-peneniTopiB vy MO3Ky XxpeberHux TBapuH. CTpPyKTypHO,
nopsafgok Lymnaea O6impm  cxoxmit mo P-cybopmuuni TAMK,-
perienTopiB y xpebeTHUX (49-52 % CXO>KOCTi), HDK IO SIKMXOCD IHIINX

JiraHZHUX BOPIT XJIOPHUX KaHaJliB.

10.5. loHHa NPOHUKHICTL
membpaH Ta 2eHepyBaHHs
noTeHyiaAiB gii npu 36ygausux
Ta 2aAbMIBHUX CUHANTUYHUX
npouecax y HellpoHax
0e3xpebeTHux

Y xmacuyHiit cepii pocmimkxenp Perra i

Karua (P. Fatt, B. Katz, 1951; 1953) Ha HepBOBO-M 130BMX CHMHAIICaX
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*aby Ta Kpaba BUBYA/IM POJIb I0HHOI IPOHMKHOCTI IPY CUHAIITUYHOMY
nepesaBaHHi. Bueni BuABMIN, O CTpyMy, OB A3aHi 31 30y/PKy0OUMMNI
Ta TaJAbMiBHVMMM CUHAIOTUYHUMMM  BIUIMBAMM, TEHEPYIOTbCA B
MOCTCUHANITUYHIN KITHHI 3aBIAAKM 3MiHaM MeMOpaHHOI MPOBIHOCTI.
[Tisnime Exxc, @ert Ta Kymc (k. Okxic, 19715 1959; J. Coombs et al.,
1955) pmoBenyu CHpaBeIMBiCTh IUX NPUHOUIIB AA LEHTPaTbHMUX
HelipoHiB. BioMo, 1110 y M'130BYX Ta HepBOBUX K/IiTMHAX iOHHI KaHaIN
KOHTPONIOIOTbCA PeLeNnTopaMy, IO 3HAXOAATbCA Ha 30BHINIHIN
IOBEPXHI IIOCTCMHANTMYHOI ~MeMOpaHM. AKTMBYBaHHA  Pi3HUX
peLienTopiB NPU3BOAUTD JO BUHVKHEHHA 30yIKYIOUNX Ta Ia/JIbMiBHUX
nocrcuHanTMyHnx mnoredmianiB (3. Koumen, 1980). Cunantmyui
HOTEHI[ia/I1  MOXYTb  CYIPOBOMXYBaTucsi  30implieHHAM  abo
3MEHIIEHHAM 1OHHOi TIPOHMKHOCTL. 3O0yMXKyloui IOCTCMHAITUYHI
MOTEHIia/I 3yMOBJIIOIOTh JEMOJApM3alilo Ta 30yMKEHHA 3aBIAKN
TOMY, 10 B3a€EMOJiid MefliaTopa 3 PelelITOPOM IIPU3BOJUTD 10 Pi3KOTrO
301/IbIIEHHA o, @ IHKOMM i gx. OCKIIBKY gna i gk 3POCTAIOTH OJHOYACHO,
noreHuian iHBepcii A/ 30ymxeHHs craHOBuTh —10 MB (Axmit €
npu6IM3HO cepefHiM MK HaTpieBuM +55 MB i kamieBum -75 MB)
(3. Kaugpern, 1980).

Jlisi ra7bMiBHUX IOCTCMHANTUYHUX TNOTEHLIaIiB CIpUYMHEHA
TUM, 10 BOHM 3aBaXaroTb MII 30HM reHepyBaHHA MifiiiTH JoO Imopora
BUHUKHEeHHA immynbciB. Takmit edekT pocsraerbcs 3a paxyHOK
36i/blIIeHHsT MeMOpaHHOI IPOBIXHOCTI Ta rineprosnsapusanii MeMOpaHu
(3. Kanpern, 1980). B npe- Ta HOCTCMHANITUYHY 30HU T'aIbMiBHUII aKCOH
BUJIIIAE OJMH i TOM CaMMIi MeiaTop — raMa-aMiHOMAC/IAHY KHUCIOTY,

AKa 3yMOBJIO€ 36imbuIeHHsA npoHUKHOCTI Ayt a”ioHiB Cl (A. Takeuchi,
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N. Takeuchi, 1966). V cuHanTMYHMX 3aKiHYeHHAX 30yIXKYHOUOTO
aKcOHa 30UTbLIEHHA gc 3HIDKYE aMIUNTYAy HpeCHHANTUYHUX
immynbciB; opHowacHo BXix anioniB Cl  HeliTpamisye wacTuHy
NMO3UTVMBHUX 3apsAfiB, fAKi IepeHOcATb KaTioHM Na', 4uM Jelo
3MEHIIYE [eO0IAPU3ALLiI0 i, MOXK/INBO, 3HMKYE KiIBKICTh BXiIHUX i0HIB
Ca> (3. Konpen, 1980). IlpecuHanTi4He TaJbMyBaHHsS BUSIBIEHO
TaKOXX Yy HeMpOHaxX LIeHTPa/JIbHOI HEPBOBOI CUCTEMM CCaBLiB, [j&¢ BOHO
MOB’sI3aHe 3 [emosApU3aLi€l0 IMPeCHHANTUYHUX 3aKiH4eHb, SKi
3aMenuryoTh ammmitygy [I11 (k. Okkic, 1966). YHacinok B3aemopil
MeZliaTopa 3 pelleITOPOM Pi3Ko 3611bLIyeEThCS POHUKHICTD MeMOpaHU
s kationis K un mia anionis Cl (9. Ksupen, 1980; Ixx. Ikkic, 1966;
A. Takeuchi, N. Takeuchi, 1966).

OTXe, BCTAaHOBJIEHO, IO WIS eMiTelialbHO-M A30BUX KIITUH
€eKTOflepMM Tifipy XapaKTepHa e€JIeKTpUM4YHa AaKTUBHICTb y BUITIALI
HepioANYHOTO TeHepYBaHHs IOTEHI{ialiB fil, sike BifOyBaeTbcs 3a

IPUMHIUIIOM “Bce 200 HiY0ro”.

10.6. AOCAIgXKEHHSI eAeKTPUYHUX

NOKa3HUKIB 2igpu

IlpicHoBOgHA Tigpa HaJIeXUTh [O TUITY
Hydrozooa, psany Hydrida, pogy Hydra, Bugy Hydra oligactis Pallas.
ligpa € 3py4HMM 06’€KTOM MjIs IPOBefieHHs 6i0/IOTiYHMX JOCTiIKeHb
Ha KIiTMHHOMY piBHi. Tak, posMipy KIiTUH, 0COOIMBOCTI IOBEAIHKY Ta
Mopdoddisionoriuni XapaKTepUCTUKM Tif[p¥, a TaKOXX MOXXJIUBICTD

KY/IbTUBYBAaTH OpPTaHi3M Yy J1abOpaTOPHUMX YMOBaX, [JalOTb 3MOTY
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BUKOHYBaTM [OCTi/)KE€HHA, BUKOPUCTOBYIOUM MeETOJ, BifBeleHH:
MeMOpPaHHOTO IIOTEHIia/ly CIOKOI Ta eMIeKTPUYHOI aKTMBHOCTI Bif
KJTiTUH 32 IOIIOMOro0 CK/IAHMX MikpoenekTponis (M.]]. bepectkuna n
op., 1987; A.B. VBanos u gp.,1981; V.M. Kanaes, 1952; A.H. JIunus,
1950; 9. Xagopa, 3.Benep 1989; E.M. Jonson, 1984; A.N. Spenser, W.E.
Schwab, 1980).

[ns mocmimKeHb Tifipy BimOMpalOTh 3 NPUPOSHNUX BOJOWM i3
IIPOTOYHOK BOMIOI0 Ta KY/IbTUBYIOTb IIpM TeMIlepaTypi cepemoBMILa
+18-20 °C. OxpeMmo BimbupawTh [JOPOCIUX OCOOMH 6e3 cTamil
OpyHbKYBaHHSA BIKOM [O ceMM J[HIiB, fAKUX BUKOPUCTOBYIOTb Y
eKCIepVMeHTaX. 3a [IOIOMOIOI0 IacTepiBChbKOI IMiNEeTKM MOMIIaloTh
opHy ocobuny y dvamky Ilerpi 3 oprckma (o6’em 7 cm’), me €
inkybaniine cepemosuine. s aganTanil Ta JINIIOro NMpUKpPilIeHHS
Ti[py O [HA YaIIKM IOMIIAI0Th 00’€KT 3a 0Oy /IO eKCIIePUMEHTY.
CBiTnoBuUil peXuM HiATPUMYIOTb 3a JOIIOMOTOI0 JIIOMiHECIeHTHUX
mamI. Aepaniio cepemoBuIa 3abe3ledyloTb IUIAXOM CIOTyYeHH:
IIOBEPXHi YalllKi 3 00’€MOM aKBapiyMma, AKMIl MiiNATa€ iHTEHCUBHOMY
IIOCTaYaHHIO HOBIiTps. Bucoka 4yTamMBicTh rigpu o 3abpynHeHb cepe-
JOOBMILA, a caMe: 30ATHICTh JO HAKOIMYEHHA Ba)XXKUX METAJiB, II MOPp-
¢ornoriuHi Ta ¢isionoriuHi MOKa3HUKM JAIOTh MOX/IMBICTb CTEXUTH 32
3MiHamM, 110 Biff0yBalOTbCA Mif, BINIMBOM (aKTOpiB XiMi4HOTO HaBaH-
TaKeHHs, IOPiBHAHO 3 HOpPMaIbHMM (i3i0oNOTiYHMM CTaHOM 00 €KTa
TOCTi/I)KeHb, 32 AKUM IPOBOJATb KOHTPO/b 3TiIHO 3 JiTepaTypHUMU
manumu (M. Bepectkuna u gp., 1987; V.M. Kanaes, 1952).

Bimomo, 1o HepBOBa cucreMa Tifipy Ma€ BUIJIAL, HEPBOBOIL

CiTKM, posramy>keHoi 1mo Bcbomy opranismy tBapuau (O. Koizumi,
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H. Bode, 1991; O. Koizumi et al., 1990). HepBoBa citka rifipu cTiiikoi
CTPYKTYpM TIIPOAYKYe Ta BTpadae HeNpoOHM, sAKi Oe3lepepBHO
YTBOPIOIOTbCA B CTOBITYMKY Ti/la Ta CKOHI€HTPOBaHI Yy Bifiji/li IUIyHKa
(M. Sakaguchi et al, 1996). Ha cporopHimHiii geHb HeBifoMo, uu
MOXK/IMBI CMHANTM4HI KOHTAKTV MK HEPBOBUMM KIiTMHAMU Tifpu Ta
sxoro Bouy tuiry. OfHak, BignosigHo no maHux ITepoboHa Ta cmiBas.
(P. Pierobon et al., 1995) y memOpanHilt ¢pakuii romoreHary KIiTuH
Hydra vulgaris mpm ximivmomy crumymosanHi BuasneHo I'AMK-

peLenTopu .

10.7. BHYTpiWHbLOKAITUHHE
BigBegeHHs memOpaHHO20
NOTeHuiaAy CNOKOIO Ta
€AEeKTPUYHOI aKTUBHOCTI
eniTeAiaAbHO —M’SI30BUX KAITUH
eKkTogepmu 2igpu

MiKpoenekTpoj, BKOMKWIOTb y  KIiTUHU

eKTOJIepMI Tifipy Y Oi/IAHI HMifomBY mix 6iHOKYIAPHNM MiKPOCKOIIOM.
Bumiprobamu MIIC i enekTpMuHy aKTMBHICTb KIiTMH
eKTOJiepMU 32 JOIIOMOTOI0 YCTaHOBKM, CXeMY AKOI 300pa’keHO Ha puC.
10.1. VYcraHoBKy posMimyoTb Yy 3asemieHin kamepi (1). [lna
YHUKHEHHs MeXaHIYHMX BiOpaliil MeTa/jeBUil CTONMMK Mikpockoma (2)
3aKPIIUIIOIOTh 10 HVXKHBOI 9acTHM Kamepu. Yamky Ilerpi micTkicTio
8 mi 1a pgiamerpoMm 40 MM BUKOPUCTOBYIOTH [ €KCIIEPMMEHTAIbHOI
kamepu (3) 3 KyIbTYpaJbHUM CepelOBUINEM - pPO3YMHOM

Tonbrdperepa (4).



367

L /7]

—

Puc. 10.1. CxeMa yCTaHOBKM M/ [IOCTiIPKEHHS €/eKTPUYHOI aKTMBHOCTI
KJIITUH Tifipu:

1 - s3asemyeHa Kamepa; 2 — CTOMMK MiKpOCKOMNa; 3 —eKCIepuMMeHTa/lbHa KaMepa;
4 - KymbTypanbHe cepefioBHIIe; 5 — 00’€KT MOCTIPKeHb; 6 — MIKpoemeKTpop; 7 — Tpumay;
8 — MikpomaninynaTop; 9 — mopiBHaAnbHMI enekrpoy; 10, 11 — MikpoeneKTpopHi mijicumoBayi;
12 - migcwmoBad-mieperBopioBay; 13 — ocummorpag C1-83; 14 — moTeHI[ioMeTp i3 CaMOIMCILIEM;
15 - mepucrambTM4HA TOMMA; 16 - TpyOKa HepUCTAIbTUYHOI moMmmy; 17 - KOMOHKM 3
TOCTIKYBaHMMU CEPENOBUILAMMU

[TpuxpinneHHss o6’ekra pocmimkeHb (5) MiKOMIBOI0 [0 AHA
eKCIIepUMEHTATIbHOI KaMepy Ja€ 3MOTy BBOIWUTU MiKpoeneKTpop (6).
MikpoenekTpop siBsA€ coboi0 MikpomineTky 3 ckia “Tlipekc” (miamerp
KiHunka 0,5 MKM), AKy HanoBH0ITb 3M KCl gepes dinprpyBambHy

Hacaaky (miamerp mop 0,2 Mxm). Onip MikpoenekTpona cTaHOBUTD 10 +

2 MOwm.
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3akpimmoTh MikpoenekTpon y Tpumadi (7) Mikpomawi-
nynAropa (8) 3 MpUCTpoeM M NepeMillleHHA MiKpOeneKTposa y Tpbox
B3a€MONEPIEHANKYIIPHUX IUIOIIMHAX, 3aBAAKM YOMY 3 ABJIAETbCSA
3MOra HifBOAUTY MiKpPOENIEKTPOJ 3 MAKCUMMAaTIbHOK TOYHICTIO MO
KJITUH NiJOUIBYU Tifipu.

Ak inpudepenTHMIT enekTpox (9) BUKOPUCTOBYIOTb CKIISHUI
KallJIAp 3 arapoBUMM MICTKOM, OfMH KiHellb AKOTrO IOMIilIal0Tb Y
PO3YNMH eKCIIepYMEeHTA/IbHOI KaMepH, a Bifi iHIIOTrO BifBOAATH TPYOKY Y
konby 3 3 M posunnom KCl1, e nomiiieHuit NOpiBHANIBHUI eIeKTPOJ
Bix pH-MeTpa, 3anoBHeHni1 HacuyeHnM posunHoM KCl1.

MikpoenekTpoay 3’€qHYIOTb BiIIOBiHO JO TOYOK €/IeKT-PUIHOI
CXeMM 3a J[IOIIOMOTOKI XJIOp-CcpibHOTO MicTKa. [lnA  mifcuieHHs
NOCIKYyBaHNX MeMOPaHHNUX MOTEHIa/IiB 3aCTO-COBYIOTb IiACUTIOBaYi
(10, 11, 2), 3i6pani Ha 6a3i iHTerpanpuux Mikpocxem K 544 V[IIA 3a
NPUHOUIIOBYMU  CXEMaMU (. Marypa, 1981; P.Ilepsuc, 1983).
Kontpomwotote reHe-pyBanHa IIEA Ta 3mimm Bemmumam MII 3a
pornomoror ocuynorpada C1-83 (13). PeectpytoTb pesynbraTi
eKCIlepy-MeHTiB Ha CTpiukax camomycHoro mnoreHniomerpa KCII-4
(14), abo iHmmx HOCIiB iHpOpMaril.

IIpoTOKY KynbTYpaJbHOTO CepefloBMINA Iifi Yac [AOCIIifiB
3abesnedyioTh 3i mBuAicTIO 0,5 MJI/XB 32 JOIIOMOTOIO IIEPYCTATbTUYHOL
nommu HII-1IM (15), BigBimHy T1pybKy (16) sAKOi mOMilIalOTh B
eKCIepMMeHTalIbHy  Kamepy. KynbTypanpHe Ta  pmociifikyBaHi
cepelloBMINA TNOMImAlTh y KomoHku (17) wictkictio 100 mm i
piamerpoM 30 MM. Buxony TpyboK Bifi KOJIOHOK TaKOXX HOMIIJAIOTh Y

eKCIIepMMEHTAIbHY KaMepy.
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10.8. EAexTpOHHO —
MIKPOCKONiYHe gOCAIgIKEHHSI
KAITUH 2igpu

E/neKTpOHHO-MIKpOCKONIYHI  OCTi>KEHHA
IPOBOJATD 32 JOIIOMOTOI0 €JIEKTPOHHOTO TPAHCMICITHOTO MiKpOCKOIIa
I[IEM-100. @ikcyioTb 3pasku [  €IeKTPOHHO-MiKpOCKOIIYHMX
mocmimKkenb 3a 3aranpHonpuitHaTUMy Metomukamu (J.H. Luft, 1961;
E.S. Reynolds, 1963). 3pisu roryioTts Ha ynbTpamikporomi YMTII-6 sa
JOIIOMOIOI0  a/IMa3HOTO HOXKa; KOHTPACTYIOTb COMAMM CBMHIIO 32

Mmeroaukolo Peitnonbpca (E.S. Reynolds, 1963).

10.9. EAekTpuYHa akTUBHICTb

KAITUH ektogepmu Hydra

oligactis P. y Hopmi

HMocnimpkyroun  emiTenianbHO-M A30Bi  Ta
HepBOBI KIiTMHUM mpencraBHMkiB kmacy Hydrozooa Meropmom
BHYTPIIIHbOK/IITMHHOIO  BiflBEICHHA 33  JIOIIOMOIOK  CKJISAHMUX
MIKpO€NIEKTPOJiB, BUABWINM XapaKTe€pPHY CKIafIHy €IeKTPUIHY
axTyBHicTb y Burmani I1]1 ta ITEA, saki BinoOpakaroTp iXHill mismbHMI
craH. OmmcaHO IapaMeTpy CIIOHTaHHOI e/IeKTPUYHOI aKTMBHOCTI
KJIITMH €eKTOfepMM IIPiCHOBOJHOI Tifipy B YMOBaxX HOPMAaJabHOIO
KyZIbTYpaJIbHOTO CepefjoBUINa Ta foBefieHo, o MIIC kmiTun 3a3Buyait
craHoBuTh -38 + 3,0 MB. Baxnmusy ponb y mporeci eleKTpU4YHOI
aKTMBHOCTI BiflirpaloTh iOHHI MeXaHi3MM, AKi BUBYEHi HEJOCTATHBO.
ToMmy poUiTbHMM CTamo BMACHEHHSA MeXaHi3MiB TeHepyBaHHA

€JIEKTPUYHOI aKTUMBHOCTI K/ITMH €KTOlepMM IIPiCHOBOJHOI Trifpu
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LIIAXOM BCTaHOBJ/IEHH: 3a/IeXKHOCTI IMapaMeTpiB KIIiTUH €KTOepMU 3a
YMOBJ HOPMaJIbHOTO Ky/IbTYPa/IbHOTO CEPENOBUIIA.

JI715 9iTKOTO KOHTPOJIO Ta YHUKHEHHS BUXOMAY MiKpOe/IeKTpoja
3 wimitmHuM exrtomepmu Hydra oligactis, mo Ttpamnsimoce mnpwu
CKOPOT/IMBUX pyXax Tylyba Ta IIymajgenb Tigpu, TOYKy A
BHYTPILIHbOKIITMHHOTO BifBeneHHs MII ob6upaioTh O1M3bKOIO [O
nigomBy. OCKiIbKM Ha IapaMeTpy el1eKTPUYHOI aKTMBHOCTI KJIiTMH
Tiipy BIUIMBAIOTb TaKi IIOKa3HUKM, SAK pO3MipyM OpraHismy, ¢asa
xapyoBoro 1ukiay ta iH. (R.D. Campball et al., 1976; AN. Spenser,
W.E. Schwab, 1980) mns cTabinbHux 3ammciB e1eKTpUYHOI aKTUBHOCTI
Bib6uparwTh 0cobuHM 3 mofibHUMM XapakTepuctukamu (V.J. Kanaes,
1952). Ilig yac BBemeHH: MikpoenekTpona B kiniTuHy MIIC craHOBUB —
27 £ 5 MB, a yepe3 5-10 xB cTabinisyBaBcs Ha OKAa3HUKY Bix —38 o -
40 MB, Axmil samexXaB 3a/MeXHOCTI Bifl CTyIleHA IOIIKO[>XKEHHA
wiasMaTU4HOl MeMOpaHM  KITMHM  eKTOAEePMHM IIpM  BBeJieHi
MikpoenekTpona. KoHTpo/nbHMMY [TOKa3HMKAMI BBa)KAIOTh BEINYMHY
MIIC Big -35 go -40 MmB.

3’sicoBaHo, 10 crenu@ivHa eleKTPUYHA aKTUBHICTb BMHUKAE
IpY CKOPOYEHHI emiTelTiaZbHO-M SI30BMX KIITMH eKTofiepMu rigpm i
IIOJIATAE Y NEPiOANYHOMY BMHMKHEHHI CIIOHTaHHUX KOPOTKOTPYUBAINX
memonsApu3aniil (BiTHOCHO BeNMYMHU IIOTEHLiamy CIIOKOI0), AKi MalOTh
PUTMIYHY AMHAMIKY.

Bussneno, mo nig vac ITEA (puc. 10.2) npu 3navennsax MII
BUINX, HDK —38 MB BifOyBanacs nenonspusaris membpann (puc. 10.2,
A), a mpy HIDKYMX — TaKa Jenosgpusanis He BuHuKana (puc. 10.2, B).

IloTeHLlian CIIOKOIO KIITMH €KTOJepMM Tifpy CTaHOBUTb Yy

cepegpoMy -37MB (n = 9). Ilepes mno4yaTkoM IIauky CIIAiiKiB
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menonspusyBanacs MeMOpaHa B Mexax 2-3 MB mporsarom 5 c. ITaysa
MDK cycigHiMu nmaukamm TpuBae 150 * 0,3 c. TpuBamicTb okpemoi

IMavyKy CTaHOBUTH 25-30 c.

Puc. 10.2. Tumm eneKTpu4HOI aKTMBHOCTI KIITUH eKTOJepMU Tifipu:
A - BenMuMHA IOTeHIiaTy CroKolo -40 MB;

b - Benmumua noreH1iany crnoxoio -25 MB.

ITpumitka. Kpamkamu BifMideHO cepeflHE 3HaueHHS IIOTEHI[ialy CIIOKOW Jiis
KO>KHOTO i3 3anmucis

Ocranninn  IIJJ] y mauni 3akiHYyeTbcA  HEBENMKOIO
rinepnonspusanielo (Ha 3-5MB) MeMOpaHM BiZHOCHO BeIMYMHU
IIC, #Axa mepexofuTb Yy IMOBIMbHY [AeNONAPU3ALil0 IIPOTATOM
MDKITa4KOBOTO iHTepBany. Ilepiof crokomo MiXK Iavykamy iMITy/IbCiB
craHoBUTh 100 + 5 ¢ (n=15). Cepii cknafarOTbCs IEpeBa)KHO 3 7-
10 cmaiikiB (puc. 10.3-10.4).

HesHayHa Ki/IbKiCTb €/IEKTPMYHOI AaKTMBHOCTI Maja BUIJIAL
noopguHokux IIII. Omxe, npum IIJl, AxuM mepefye IOBiIbHA
memonsApusanis (mpu sHavennsx MII Bumux, Hixk -38 = 0,3 MB)
MOYKHA IPUITYCTUTH, 110 TaKa JeloIsApu3aliis Bifobpaxkae akTUB-HIiCTh

IeJICMEKEepHOI KITVHMU, a KON >X IOBUIbHOI AenonsApu3sanil HeMae,
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260 BOHa MaJIO IIOMiTHa (an 3HayeHHax MII Hmxunx, Hixk -38 + 0,3
MB), To 11e 03HaYaEe, O MiKPOENIEKTPO]], 3HAXOAUTHCS B IeliCMeKepHil
KITHHI, 70 AKOoi 30y )KeHHA HafXOAUTb Bij IelicMeKepHOI KIiTHHM,

mo re”epye I1]] 3 MOBIIbHOIO MEMICMEKEPHOIO AENOAPU3ALIEI0.
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Puc. 10.3. XapaxkTepucTuka MaykoBOi €I€KTPUYHOI aKTMBHOCTI KIiTMH
eKTOflepMH Tifipu Y HOPMi IIPY CTaTUCTUIHOMY 006po6/IeHH] fanux (n = 15):

A - xinpkicte IIJ] y mauni (310 3apeecTpoBaHmx madok); b - TpuBamicrb
MbKIaykoBUX iHTepBasiB (n = 200)
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Puc. 10.4. XapakTepucTyuKa aykoBoi e/IeKTPMYHOI aKTMBHOCTI K/IiTUH
eKTOflepMI Tifipy Y HOPMi IIPY CTaTUCTUIHOMY 00po6/eHH] fanux (n = 15):

A - ammitypa IT]1 (900 craiikiB); b — TpusanicTs mauku (n = 280)

AHajli3 CHOHTAaHHOI  €eKTPMYHOI  aKTUMBHOCTI  KIiTMH
€KTOJEpMM  IPiCHOBOJHOI  Tiipy 32  yMOB  HOPMAJbHOTO
KY/IbTYPa/JIbHOTO CepefoBMIA 3aCBiUMB, 10 IO3J0BXXHI CKOPOYEHHSA

emiTenialbHO-M A30BMX KIiTMH ekrogepmu Hydra oligactis maroTb
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CTYIiHYACTy AMHAMIKy. 3a €/leKTPMYHMMM IapaMeTpaMy Iie SBMIIE
Oyn10 oxapakTepusoBaHe sK CIIOHTAHHO aKTMBOBAaHAa CIIAIKOBa
enekTpuyHa aktuBHIcTh (P.B. Tuspo, 1998), AKy TakoX HOCTIIKYIOTb
Ha i3o7pOBaHMX KimiTMHaX ekrojepmy Hydra attenuata Pallas
(R.D. Campball et al., 1976).

3a mpoBefeHMM aHamisoM 3MiH mapamerpiB IIEA Ta
nopiBHIOI0OUM iX 3 pmaHmMmu iHmMX aBropiB (M. Knesens, 1987;
JI. Crpaitep, 1985; P. Tusbo Ta in, 1988; M. llly6a, 1965; R. Stampfli,
S. Nishie, 1956), me mpu pisHux KoHueHTpanisx ioniB Na, Ca®', K*
BUKOPUCTAHO crenugivyHi 6710KaTOpy JMOHHMX KaHAIiB I[MX KaTiOHiB,
MOXXHa MiATBEPAUTM BMCHOBOK, mo IIJl KIiTMH eKTomepMu
reHepYIOThCs 3a y4YacTio KatioHiB Na'; TpaHcmopryBanHs itoHiB Ca®'
CIIPUYMHSAE OlocepeKoBaHy filo Ha mapamerpu I1EA; ¢opmysanHA
dasu penorsipusanii I1]1, a TaKOX CTiZoBa MaYKOBa rileprossipu3ariis
NoB’A3aHi 3 akTuBYBaHHAM K' KaHasiB 3 K/IiTHHN.

Bimomo, mo 18 KITUH eKTOJAepMU KUIIKOBOIIOPOXXHUHHUX
XapaKTepHa eniTesTiabHa eJIEKTPUYHA MPOBiJHICTD, AKa
KOOPAVIHYETbCA 3aBIAKM HepBOBUM KiniTuHaM (J. Itayama, O. Sawada,
1995).

BukopucroByoun MiKpoelneKTpOAHY TeXHiKy Ta MeTOH IeTd-
KJIEMII BCTAaHOBWIM, IO HEPBOBI KIITMHUI Hydra attenuata, gKuM
BIIACTUBUI Biff eMHUIT MeMOpaHHUIt moTeHian cnokoo (M. Hassen et
al., 1996), spartHi cnonranHo rerepysaru cepii I1]] (R. Campball et al.,
1976; O. Koizumi et al.,1990).

OckinbKy FaHi IO €1eKTPUIHY aKTUBHICTb HEPBOBUX KIIiTUMH
eKTofilepMu Tifpu QparMeHTapHi, AOLIMBHO [OCHIAUTY HASBHICTD

FAMK- Ta [I/II0TAMAaTHUX pelenTopiB Ha KIiTMHAX eKToAepMu
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IIPiCHOBOZHOI Tifipy i 3’sICyBaTM POJIb IIVX PELeNTOPiB y peryToBaHHi

EA xiitun exrogepmu Hydra oligactis.

10.10. AuHamika eAeKTpUYHuX
napameTpiB KAITUH eKTogepmu
NpPiCHOBOGHOI 2igpu npu gii
bAokaTopiB 2ama—
AMIHOMACASIHOI KUCAOTU Ta

2AI0TAaMaTHUX peuenTopiB

Y mpoueci BUBYEHHA [MHaMIiKM PO3BUTKY
mngysnoi HepBoBoi cucremyu Hydra actinia (J.C. Kinnamon,
J.A.  Westfall, 1982) BcraHOBneHO, 10 OiNbUICTH HENPOHIB
3ocepe/keHa B AinAHLI nuryHka ta nigomsu (O. Koizumi et al., 1990),
ie BOHM IIOCTifIHO NPORYKYIOTbCA Pa3oM 3 Oe3lepepBHUM IIOAINIOM
emitemianpHux kiaitnH. Cxamwrep Ta in. (H.C. Schaller et al., 1996),
BJMBYAIOYM PO3BUTOK HEPBOBUX KIITMH Tifipy, BUABWIN KOMIIOHEHTU
NpOBigHMX ILUIAXiB LMUX KJIITMH TaKOX Yy [iAAHLI TrimocromMa Ta
mijomBu. OcoOMMBOCTI PO3BUTKY HEPBOBMX KITMH TrilmocToMa
TOCIIPKyBaI 3a IOIOMOTOI0 NIENTUAIB, AKi € aKTUBaTOpaMy FOTIOBY Ta
HU3bKOMOJIEKY/LIDHUX [Ii€BUX pPeYOBMH — iHribiTopiB mifomsn.
OCKiNbKM Y cCaBILiB aKTUBATOPY MOPQOreHe3y ToJ0BYU MPOAYKYIOTbCS
0is1 HepBOBMX Ta HEVPOEHAOKPUHHUX K/ITUH, OAIOHICTD MpoLeciB y
HepBoBiit cucremi rifgpu (J. Kinnamon, J. Westfall, 1982; O. Koizumi,
H. Bode, 1991; O. Koizumi et al., 1990) Ta 3gaTHiCTb HEPBOBUX KIITUH

BifnoBigaTy Ha orouyioui curHamu (M. Ohashi et al., 1999; H. Schaller
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et al, 1996) pmae MoxxmBicTe mnpumyckatu Te, mo I'AMK- Ta
IJII0TAaMaTHI peljeNTOpY HasABHI Ha KIiTMHAX eKTOoJgepMH Tifpu. MeToro
HallUX JalblIMX [OCTIPKeHb CTal0 BUABIEHHS peLeNTOpiB Ha
KJIiTMHAX €KTOJepMM IIpiCHOBOJHOI Tifpu  MiKpOENeKTPOSHUM
METOJIOM 3 BUKOPUCTAHHAM criennivHnx 610KaTopis.

[lInaxom 6ioxiMiyHoro anamisy romorenarty kmitmH Hydra
vulgaris 6y/10 foBefieHO, 110 B JOCTIIKYBaHUX KTiTHaX HasBHI TAMK-
peuentopu (M. Hassen et al., 1996). ABTopn 3a3Ha4awoTh, 110 BOHU
qymmuBi [0 MycuiMony Ta OeH3opiasemiHiB i 6epyTb yd4acTh y
pery/loBaHHI  XapyoBoi  peakuii. Takoxx [ocmimkeHO  BIIUB
HepOCTepOifiiB, 3arabHMUX AaHeCTeTUKiB Ta aHTaroHicTiB ['AMK,4-
peenitopiB (A. Concas et al,, 1998; P. Pierobon et al., 1995). Taxki
HEJIPOCTepoify, AK TeTPariiponporecCTepoH 1 TeTparigpofe3oKCcu-
KOPTMKOCTEPOH  IiBUIIYBalIu 3B A3yBaHHA [3H]-TAMK 3
MeMOpaHamy rigpu. Jlirangu piasemamy 6eH3opiaseniHOBOroO pelien-
topa (100 MxMoIb/11), KoHasenaMy (100 MKMosb/1) Ta abekapHiny (30
MKMOJIb/1) Texx migsuiyBanu 38’ s3yBanus [3H]-TAMK 3 mem6panamun
rinpu. Ileit edexT ycyBaBca mim BImMBOM (pyMaseHiny, aHTaroHicra
6ensoniazemniny (100 mxmonb/n). HaBmakm, 4-xmopopiasenam, jiraHp
nepudepiliHux OeH30/ia3eNiHOBMX pelleNTOpiB He BIUIMBAB Ha
3p’sa3yBanHA [3H]-TAMK y mem6paHax rigpu.

3aranpHi aHecreTuku, mpomnodon Ta ambdakcaaoH, MOHIOHO
pizmn (+38% Ta +30% BigmosigHO) Ha 3B’asyBanHa [3H]-TAMK.
Binpue toro, [3H]-ITAMK 3p’s3yBaHHs B MeMOpaHax Tifipy IOBHICTIO
6nokyBamoce  aHTaronicrom I'AMKas-  penenropiB SR 95 531.
Mopynania T'AMKa- penentopiB in vitro mif BImBOM pi3HUX

IpenapariB Oy/a oB’sA3aHa 3 iXHBOIO JIi€I0 HA Xap4yoBY peakliiio rigpu,
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AKYy BUKIMKAIM INIOTaTIOHOM Yy >KMBUX TBapuH. Terparigpomnpo-
TeCTEePOH Ta TeTParifpofe30KCUKOPTUKOCTepoH (Bix 1 o 10 MKMOb/ )
BIUIMBAIN, 3a/IeXKHO Bifl [O3yBaHHA, TPUBAJIOCTI BiJKpUBaHHA
POTOBOTO OTBOPY, 3YMOBJIEHOTO ImoTaTioHoM (10 MKMOIb/1M) mpn
MaKCUMaJIbHMX BIUIMBaX +33% Ta 29% BigmoBigHO. AnbdakcanoH
(10 MxMosb/m) aHanorivHo (+33%) 36inbuTyBaB epeKT ITTI0TaTiOHY.

Edextn crepoiniB Ha Xap4yoBy peakiiio 6rmokyBamiuch SR
95531, sajmexxHo Big mosyBaHHA, t-OyTmnbiknmodocdoporionarom
(1 MKMonb/m), crennivHNM 670KaTOPOM XJIOPHUX KaHAJIB, aje He
OiKyKy/TiHOM.

Li pesynpratm 3acBigummy, mo Mopynania T[AMKa-
pelienTopiB cTepoimamm, AKa € XapaKTepHOI [JIA XpeOeTHMX Ta
OesxpebeTHMX TBapyH, Ta (papMaKoJIOTiYHI BIACTMBOCTI LMX pelel-
TopiB 36epermucs B xopi eBosmonii (A. Concas et al., 1998).

3-rigpokcu-5-npernan-20-oquH (TeTParifpOme30KCUKOPTUKO-
crepod, THDOC) e Haitbinpm MOTeHUiHUMM Ta epeKTMBHUMM i
MO3UTUBHUMY JIOCTEPUYHUMI MOAYIATOpaMu IeHTpanbHux TAMKA-
penenitopiB y ccasiiB. [liroun B 0co611MBO BU3HaYEHOMY MicIIi cTepoifga
B penentopHoMy Komitekci I'AMKa, Ii ckmafioBi MifCUIIOIOTDH
akTuBHicTh KaHaniB (K.W. Gee, 1988; J.J. Lambert et al., 1995; N.C. Lan
etal.,, 1991; S.M. Paul, R.H. Purdy, 1992; J.A. Peters et al., 1988). Husbki
HaHOMOJIAPHI KOHILIEHTPALlil XX HEMPOCTEPOIfiB MOCUIIOITh CTPYMH,
cnpnunHeHi TAMK y HelipoHax, Tofi fIK BMIII KOHIIEHTpalii IpsAMo
crumynoioTb Cl -motoku (N.L. Harrison et al., 1987; M.D. Majewska
et al., 1986; J.A. Peters et al., 1988). Yci ui ebextu nopibHi g0 Takux
edexTiB, 3yMOBJIEHMX 3a [OIOMOTOK0 KIACMYHUX ITO3UTUBHMIX

anocrepnyanx Mopaynsaropis TAMK,-penenrtopa, sk 6GeH3opiaseminuy,
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6ap6biTypaty Ta 3arajbHi aHECTETUKY, i € IPOTWISKHUMH [0 edeKTiB,
symoBnennx aHrtaroHicramu ['AMK (G.A. Cottrell et al., 1987;
T.G. Hales, J.J. Lambert, 1991; R.L. Macdonald, RW. Olsen, 1994;
J.A. Peters et al., 1988).

Xo4ya YMCIEeHHUMM JOCTIIKEeHHAMU JOBeleHO HasABHICTh
T'AMK-peuenTopiB y HepBOBiit cucTeMi XxpebeTHNX Ta 6e3xpebeTHUX, a
TaKOXX Yy OakTepiil, YyT/IUBICTD LMX peLENTOPiB [O CTepOifHUX
aHeCcTeTUKIB 3’saBysIach y npoueci esomonii (D. Belelli et al., 1996; R.
Chen et al., 1994; A. Hosie, D. Sattelle, 1996; G. Lunt, 1991; J. Schaeffer,
A. Bergstrom, 1988). Orxe, sikmo crepoigna mopaymanis ['AMK,-
petieniTopiB fo6pe 36epernacs B mpotieci eBosonii xpebetHnx, TAMK,-
petenitopy  y 6e3xpebeTHUX MalOThb OOMEXeHy YyTauBicTbh abo
HeYyTIMBICTb o cTateBux crepoinis (A.M. Hosie, D.B. Sattelle, 1996;
A.E. Oliver et al., 1991; J.J. Rauh, 1993).

JlOCMiPKeHO TaKOX BIUIMB  HEMPOCTEPOIfliB, 3araJlbHUX
aHeCTeTHKiB, jiraHfiB OeHsopiaseniHoBoro perentopa Ta [AMK
aHTaroHicTiB, AKi € MopynaropamMu [AMKA-perenTopiB y ccaBliiB, Ha
I'AMK-penenTtopy, HasgBHI B MeMOpaHax KIiTuH rigpu. bineure Toro,
6y/10 HOCTIIKeHO 3B’A30K MK 0i0XiMiYHMMM BIUIMBaMMU LIMX PEYOBMH
Ha 'AMKA-peuentopu rigpum Ta MopynAuiro ii Xap4oBUX peaxiiiil.
IToBeninKOBa peaknid CIpUYMHEHA MO Ki/IBKICTIO IMIOTaTiOHY
(GSH) nicna Toro, sik 3506u4 6y/0 BoifiMaHo a6o 3a gonomoroo GSH,
AKINO 370614l He Oy/10, BBOXXAETHCA IMPOCTOI0 Ta HAMITHOI MOJETII0
mns gocmimkenHs xemopenenyil (H. Grundfest et al., 1955; M. Kim et
al., 2000; W. Loomis, 1969).

Xap4yoBy peaklil0 BMBYaIM 3a [JONOMOIOK IIPOLENYp,

omucanux Jleurogpom (H.M. Lenhoff et al., 1983). Inky6auiituuit gac
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3p’sa3yBanHA [3H]-ITAMK npu temneparypi 4 °C crabinisyBaBcs dyepes
ATk xBwinH. [Tonepenubo 6yro 3’sacoBano (J.A. Westfall, D.R. Argast,
1982), mo pocnimkeHHs HacumdeHocti 3B’sasyBaHHsA [3H]-TAMK Ha
3aMOpOXXYBaHHA-PO3MOPOXKYBaHHS, a TaKOX Ha  BifMMBaHHA
MeMOpaHHMX IIpelapyBaHb 3 Tijpy famy 3MOTY BUABUTU HasBHICTb
mmire opHiel momynAnii Micub 3B’SA3yBaHHSA, L0 3acBifuye HU3bKY
31aTHICTD (Bmax = 4,75 nM/Mr 6ika) Ta Bucoky cnopintenicts (KD =
76 mM). fx i ouikyBamyu, OikykymiH (1-100 MKMOMb/mT) He myXe
BIUIMHYB Ha 3B sA3yBaHHA [3H]-TAMK y romorenarax xmiTuH rigpu, ane
(3ame)XHO Bifi JO3yBaHH:) MaB iHriOyBa/IbHMII BIIMB Ha 3B I3YBaHHA 3
MeMOpaH MO3Ky 1iypa (ta6m. 10.3).

Tabnuus 10.3
Jlis 6ikykyniny Ta SR 955 331 nHa 38’a3yBannsa [3H]-TAMKy

romorenaTi kniTuH Hydra vulgaris

PevoBrHa Konuenrparis Crerpudiune %
(MKMOIB/ 1) [3H]-TAMK

bixykynin 1 97.2%6.0 97

bixykynin 10 91.3 £8.0 91

SR 955 331 1 27.8+2.0 27

SR 955 331 10 2.0+0.3 2

IITo6 BcranoBuTH ocobmuBocti [3H]-TAMK 3B’s3yBanHs 6y1o
mocmimKeHo BImBM aHTaroHicra SR 955331 T'AMK,-penenropa,
noxigHoro 'AMK mipmpasuniny (M. Heauime et al., 1986). Ha
nporusary, 6ikykymin SR 955331 (1-10 mxmons/n) inribysas [3H]-
I'AMK 3B’A3yBaHHA y TOMOTeHATi KITMH Tifipu, i 3 KOpM roI0BHOTO
MO3KY L1Iypa, 3a7Ie)KHO Bifi KOHI[eHTpawii Tabs. 10.3).

Xapakrepuayoun 6ioximiuHi 0co6MBOCTI IAMK-

nepeflaBaHHA B Tiipy, OLHIOBaIM BIUIMB LEHTPAIbHUX Ta
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nepudepiliHux nmiraHAiB OeH30fiaseniHOBOro pelenropa (miasemnam,
KJIOHa3eIaM, a6e1<apHin, 4-xnopo;[ia3enaM) Ta 3araJibHUX aHECTETHUKIB
(mponodor, anbdakcanon) Ha [3H]-TAMK 3B’s3yBaHHS 3 TOMOTeHATy
kiaituH rigpu. [Jiasernam (100 Mkmonb/n), knonasenam (100 Mkmonb/i),
Ta OerakapboiniH, moxigHuit abekapHimy (30 MKMoOmb/m) 36inbIIyBaB
[3H]-TAMK 3pB’a3yBanHsA nopi6HO (MakcuManpHWUil BIUIMB +22, +20,
+24 %, BIgmOBimHO), TOMI AK 36iIMbLIEHHA, CIOPUYMHEHI MEHIIUMU
mosamy (3-10 MKMONB/Z) Ha3BaHMX IIpemapariB, He [JOCAIIN
CTaTUCTUYHOI JOCTOBIPHOCTI.

binpmi koHIeHTpanii nux mpemnapariB He 36inbpmryBamm [3H]-
I'AMK 3p’s3yBanHHA. BrmmB piasemamy, kioHasemaMmy Ta abeKapHiny
6yB aHTaroHizoBaHmit ¢rymaseHinom (100 MKMOJB/) LieHTPaTbHOTO
OensoniazenminoBoro penentopa (tabm. 10.4). Sk BcTaHOBIEHO
nonepenHbo (G. Biggio et al,, 1990; M. Serra et al., 1992) nmiasemam,
KIOHa3emnaM Ta abekapHin Takox 36inmpmmm [3H]-TAMK 3B’a3yBanHa
3 MeMOpaHamMM KJIITMH MO3Ky Iiypa. HaBmakw, 4-xmopopiasenam (3-
30 wmxmonb/m) He migrBepauB [3H]-TAMK 3B’asyBanHa Hi 3

MeMOpaHaMy KJIITHH Tifipy, Hi 3 MeMOpaHaMu HePOHiB Iypa.

Tabnuus 10.4
Hist miraumiB 6eH30/ia3€MHOBOTO PeleNTOpPa 32 HAABHOCTI
anTaroHicra ¢rymaseniny (100 mxmorns/n) Ha 3B's3yBanns [*H]-TAMK
y romoreHari knitus rigpu Hydra vulgaris

[*'H]-TAMK 3B's3yBanus (%)

PeuoBuna Konuentpanis DrrymaseHin
(MxmoB/ M) PevoBnna +
PeyoBuna
Iiazemam 100 124,2 +4.0 106,0 £+ 3.0
Knonasenam 100 21,05 .0 102,0 £ 4.0
AbexapHin 30 126,0 £ 6.0 98,0+ 7.0
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binpm Bupasue 36impmenna B [3H]-TAMK 3B’asyBanni 3
MeMOpaHaMI Tifipy CIOCTepirany 3a HasABHOCTI 3ara/JIbHIX aHeCTETHKIB.
[Mpomodon (100 mM) Ta CUHTETMYHMIT CTepOif, MOXiTHMIT
anbdakcanony (10 mM), 36inmpmmmm 3B’sa3yBaHHA Ha 38 Ta 30 %
BignosigHo. Ili mpemapatu takox 36inbmyBamu [3H]-TAMK 3B’asy-
BaHHS 3 MeMOpaHaMu Kopu rojoBHOro Mo3Ky mypa (A. Concas et al.,

1991; N. Harrison et al., 1987).

OTxe, KUIIKOBOIIOPOXKHVHHI, 0COO/INBO IPEACTaBHUKY POLY
Hydra, maioTp Hajimpocriiny Ta, IMOBipHO, €BOJIIOLIINIHO HajicTapiry
HEPBOBY CUCTEMY cepel, TBapuH. Y Tipy HepBOBa CHUCTEMA
OopraHisoBaHa fK HepBOBa MepeXa, L0 IPOHM3YE TiO TBapUHU, i3
MiZIBUIIIEHOI0 KOHI[EHTPAI[i€I0 HelpoHiB 6ins rimocToMa Ta MifOIIBU
(J.A. Westfall, 1996). Heitponentupy, KaTexolnaMiHyM Ta alleTUIXOiH
Oymu BusBieHi B nux tBapuH (M. Calberg, 1992; P. Castano, S. Rossi,
1978; G. Kass-Simon, L. Passano, 1978; A. Spenser, 1989), ane ixsi
6ionoriuni pyHKuii BMBYeHi HabaraTo MeHIIIe B Tifipy, HDX y rigpoigHux
nominiB Ta Memy3 (A.N. Spenser, 1989). 3aBasku poboTaM HeAKMX
asTopiB (S. Bellis et al., 1991; G. Venturini, A. Carolei, 1992) 3’ssBunacs
HoBa iHpopMauisg mpo ¢isionoriyHy ponb LUX HepOTPaHCMITepiB.
Hoseneno, mo TAMK 36inburye TpuBamicTs xap4oBoi peakuii y Hydra
vulgaris, a Bmwms I'AMK omnocepenxosanuit nomnynsniero AMK-
peuenTopiB mpu BmBax OensopiasemiHiB (P. Pierobon et al., 1995).
Binpure Toro, 6ioximiuni mocmimxeHHs 3acBimummm ydactb TAMK y
neiicMeKepHMX KOOPAMHALIHNX crucTeMax rigpu (A. Pannacione et al.,
1996). BucHoBky, 3pobreHi uumm aBTOpamy, mpo Te, mo ['AMK-
peuentopu Hydra vulgaris moTeHmiiHO MOAYIIOIOTbCSA HeilpocTe-

pOi}IaMI/I, JAaTb MO>XJIUBICTb II€PEKOHATUCA, IO LA d)apMaKonorqua
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B/IaCTUBICTb € JABHBOIO, i, IO Li pelentopu 30eperancs BIPOLOBX
€BOJTIOLTI.

Busuamu BB 6ikykyniny — 6mokaropa TAMK-penenTopis —
Ha 3MiHU €JIeKTPUYHOI aKTMBHOCTI KJTiTHH Tifpy, MOYaTKOBO (iKCyroun
KOHTPO/IbHI cepil mMavykoBOi eleKTpUYHOI aKTMBHOCTI (n = 7), Komu
MIIC cranoBuB -35,7 + 2 MB, amniryga I1]] 19,4 = 0,5 MB, xinbkicTs
II]] y cepenaboMy CTaHOBM/IA 7 B Ia4lli, a TPUBaMicTh madyky — 80 Mc,
MDKIIQYKOBMII iHTepBan Tpusas 140 * 0,3c.

SIx BMABMIIOCDH, Aifl HA KIITUHU Tifpy 30BHIIIHIM PO3YMHOM, B
SIKOMY HasiBHUI OiKyKy/TiH y KOHIIEHTpAIil 5 MKMOJb/JI, IPU3BOAVIIA
[0 3HAUHUX 3MiH CIHOHTAHHOI eleKTpUYHOI akTUBHOCTI (puc. 10.5).
IIporsirom 10 xB Big mowaTky paii OiKykKymiHy —crocTepiraau
fenojsipusanio MmeMopann: Big -39 + 0,2 go -32 + 0,4 MB. Ammityza
I1]l spocrama Bim 18,8 + 0,3 mo 28 = 0,2 MmB. [lam HactaB posnap,
[IAYKOBOI aKTMBHOCTI Ta BiOYBaOCs TeHepyBaHHs, IIEPEBaXXHO,
noopauHokux I1]I. YBary npuseprae 6pak ¢asy CIOKOI0 MK IHayKaMmu
I1[1, sixa craHoBMIa y KoHTpori 140 + 0,3 ¢, 1110 Mo>ke 6yTH HacIiAKOM
ycyHeHHA ranbMiBHOI #ii TAMK-penentopiB Ha reHepysanHa I1]] 3

YacTOTOI 7 3a XBU/INHY.

Bimausanus

VoL

alc

Puc. 10.5. 3miHa 1mMaykoBOi €NMeKTPMYHOI AKTMBHOCTI KIITWH €KTOZepMIu

rigpu mif BInBoM 6ikyKyminy (5 MKMOMB/1).

ITpumitka. To4KOI0 NMO3HA4YEHO BEIMYMHY MOTeHILiany crmokowo (-39 MB). Crpimkn
BKa3yIOTb Ha 4ac fiii 671okaTopa
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[lis 6ikykyniHy B KoHUeHTpanii 10 MKMOJb// CIpMYMHIOBAIA
posmag IIEA ra 36inbmyBama ammiitymy IIJ  (puc. 10.6).
IIpocrexxyBanacs fenonApusanis MeM6OpaHu: Big -37 £ 0,2 go -25 + 0,4

MB, ammnitypa I1]1 cranosmna Bip 19,5 + 0,2 mo 35 + 0,3 mMB.

—IlO MB
60c

Bixyxynin BigmuBarHA

i

Puc. 10.6. 3MiHa TaYKOBOI e€/TEKTPUMYHOI AaAKTMBHOCTI KIiTHH

eKTOfiepMM Tifipy Mifl BIVIMBOM 6ikyKyiHy (10 MKMO/IB/IT).

ITpumitka. TO4KO0 MO3HAYEHO BEIMYMHY IOTeHI{aay crokon (-38 MB).
Crpinku BKa3ylTb Ha 4ac fil 610katopa

Cnig BinsHaumty, mo mpum #ii 6ikyKymiHy 3pocTana pyxoBa
akTVBHIiCTb Tifpy. Takmit edekrt pii OGikykymiHy BAaBanoch yCyHyTH
LUIAXOM JOTO BigMMBaHHA NpoTAroMm 35 xB. Yepes 20 XBUIMH micnd
MOYaTKy BigMmBaHHA OiKyKymiHy cmocrepiramm BigHOBmeHHsA IIEA,
Kinpkicte IIJl y maykax BOAHOYAC 3MEHINyBanacd, IIOPIBHAHO 3
KoHTponeM. Yepes 30-35 xB nmoBHicTIO BifHOBMOBanocA [TIEA.

XapakrepHi 3miEm mapamerpiB IIEA mnpm pgii 6ikykyminy
crocrepiram B KoHUeHTpanii 15 mkmons/n (puc. 10.7). Yepes 5 xB Bix
MOYATKy BIUIMBY OiKyKy/liHy HaMu BiIMiYeHO 3HAa4YHE 3pPOCTAHHSA
ammmitygu I1]] Big 19,1 + 0,2 go 39 £ 0,3 MB Ta 6pak MiXmaukoBoro
intepBany. HopmanbHa naykoBa elleKTpMYHA aKTUBHICTb KIIiTUH

3’sBisimacs yepe3 30-35 XB mic/ist BiTMMBaHHS.



Bikykynin
—J 10 MB

}
oAﬂl
60¢c

Puc. 10.7. 3miHa mayKoBOi e7IEKTPUIHOI AKTUBHOCTI KIIiTUH eKTOfiepMM Tifpn
nif BrymBoM 6ikyKysiHy (15 MKMOJIB/ ).

ITpumirka. Toukoro MO3HAYEHO BEIMUYMHY ITOTeHIiany crokoko (-39 MB). Crpinkn
BKa3yIoTb Ha vac jiii 670kaTopa

Ockinbky ammikanis 6ikykyniny cnpuunuse posnap I[TEA Tta
36inpurye amruitygy I1]1, MoxxHa cTBeppKyBaTH 1po HaasHicTb TAMK-
peuenTopis, AKi BiAIOBIfAIOTh 3a IPOLECH TaJIbMyBaHHA €IEKTPUYHOL
aKTVMBHOCTI, Ha 30BHIIIHII ITOBEPXHi I/Ia3MaTMYHOI MeMOpaHu KIITUH
€KTOZ,epMMU NPiCHOBOJHOI rifipm.

Inmoro cepiero mOCTiIKeHb CTana 3MiHa €IEKTPUYHOI aKTMBHOCTI
KIITUH €KTOflepMM Tifipy 1pu fAil KOHKYPEHTHMX aHTAaroHiCTiB
[JII0TaMaTHUX penentopiB. Bimomo, mo NMDA- T1a He-NMDA-
pellenToOpy CIHIBICHYIOTh Ha IOCTCUHANTUYHI MeMOpaHi HellpoHiB
CIIMHHOTO MO3Ky Ta Trimokamma xpeberHux tBapuH (B. Edmonds et al,,
1995; C. Hammond, 1996; C. McBain, M. Mayer, 1994). Ockinbku
BiJOMOCTi IIpO HaABHICTb TAaKUX PELIENTOPiB Yy HEPBOBill cucremi
KMIIKOBOIIOPO>KHMHHMX (QparMeHTapHi, METOI 4eproBoi cepii HamIMx
[OCHiPKeHb ~ Oyl0  BUSB/AEHHS  IVIIOTAMAaTHUX  peLeNTOpiB  Ha
IIa3MaTMy4Hiin MeMOpaHi xnituH exromepmu Hydra oligactis Pallas 3
BUKOPUCTAHHSIM IXHiX crienndiganx 610KaTopis.

JloBefieHO, 1O CeeKTMBHI MOHOTpOmHI InoTamMaTHi AMPA-

pelenTopy  CKIafaloThCA 3 YOTUPbOX  OJIM3BKOCIIOPifHEHMX
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cybomuunnp: Big GluR-1 go GluR-4 (a6o Bim GluR-A go GluR-D)
(C. Hammond, 1996). Yotupn nepen6adeHi MOMiNenTUAHI MOPSIAKIA,
KO>KeH IpMOIM3HO JOBXMHOI0 900 aMiHOKMCIIOT, 3acBigummu Marbke 70
% cxoxicrp (migpospinu GluR-1 ta GluR-2) i 73 % (GluR-2 Ta GluR-3).
L1i cybonyuui, Bupaxeti in vitro, € 6inpm cnopigueni jo AMPA Ta
MEHII CIIOPifiHEH] SO TUIYy KaiHaTHOIO peLleNTopa IMII0TAMAaTHUX BOPIT
iOHHMX KaHasiB. 3a JaHUMU JOCTiIKeHb ribpuausanii in situ foBegeHo,
o mi CY60,E[I/IHI/II_H JOCTAaTHbO Ta I0-Pi3HOMY BUPa)KeHi B MO3KY BUILINMX
tTBapuH. Xowa 1i pisHi cybommuuni GluR 3pgatHi  ¢dopmyBatu
TOMOMEepIMYHi KaHa/Iu, KO/ BOHM BMpaKeHi B ooluTax Xenopus abo y
Ky/IbTMBOBAHNX K/IITVHAX CCaBIIiB, BBAYKAIOTD, IJ0 KaHAIN (GOPMYIOTbCSA
in vivo pisEmMm xomb6inHamismm cybopmuunb. OTXe, 3 YOTMpPMaA
HiApo3AilaMu perjentopa BXXe € AyXKe BelMKa KiIbKicTb KOMOiHaiiit
IIOTeHIlia/Ty, HaBiTh SKIIO ILie He BifoMO TOYHOI cTexioMmerpii 3B’A3kiB
(IpUpOJHMX YTPYyITyBaHb) CYOOAVHMILL.

BignoBimb  cTpyMy  Ha  IMIIOTaMaTHE  BUKOPUCTaHHA
romomepryHnx GIuR kanamiB, BupakeHMX Yy TpaHC(EKTOBAHNUX
KJIiTMHAX, BMBYAIOTb y BHYTPIIIHbOKIITMHHOMY CepefoBMILi, sAKe
mictuth Kationn Na' ta Ca?*. V kiituHax, ski Bupaxawots nuuie GluR-
2 cybomuHMLIO, CTPYM, CHPUYMHEHMII INIOTaMaToOM, HAasABHUN Y
HaTPi€EBOMY pO34MHIi, ajie 10r0 Malbke HEMA€E y Ka/IbLIiEBOMY PO3YMHI.
Ileit roMOMepMYHMIT KaHal Ma€ HU3bKe BiHOLIEHHs #ABO- abo
OJHOBaJIeHTHOI IPOHUKHOCTI. BinbIte TOro, 38°130K reTepoMepuYHOrO
GluR-2(R)+GlIuR-3 cybopuunip popmye HenmpoHMKHI oniromepuyHi
kaHam KarioHiB Ca** B oommrax. Curyanis iHmra B pasi Opaky
cybomuunni GluR-2(R), ockinbku romomepuyni GluR-1 i GluR-2, a6o
rerepomepnyti GluR-1 + GluR-3 kananu Bigkpuri mus kationis Ca*'.

ToMy HasgBHICTD MO3UTMBHO 3apsAIPKEHOTO JIAHIIOra  OfHi€l
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amiHokucnorn (R) Oyme BusHauaTu BigHOmIEHHA fBO- a6o
OJHOBJICHTHOI IPOHMKHOCTI i, omke, GluR-2(R) mominyBaTmMe Hap
0cOOIMBOCTAMM BXOAy JiOHA depe3 rerepomepuunuii kanan GluR (C.
Hammond, 1996).

NMDA-peneniTopy € IpOHUKHI 711 OJHOBaJIeHTHUX iOHIB Ta
karioHiB Ca’": BOHM O10KyoOTbCsA KarioHamm Mg* mpm morenuiami
CIOKOI, 3ajiekHoro Bif crpymy. Kanaim NMDA-penenrtopis
aKTMBYIOTbCS KibKOoMa aroHicramm, 3 Axux NMDA e Hai6inbm
epexkTuBHUM. BoHU QOpPMYIOTH KaTiOH-CeNIeKTUBHI KaHa/IU 3 BMCOKOIO
NIPOHMKHICTIO KaTiOHIB Ca?', 3 BUHATKOBOIO YYT/IMUBICTIO O KaTiOHIB
Mg* i samexHicTIO Bif CTpyMy, a iXHs [is/IbHICTD MOZY/IIOETHCS
TTIIMHOM.

4 BUABIEHHA INIOTAMAaTHMUX PELIENTOpIB in vivo y KIiTMHax
IPiCHOBOAHOI Tifipy, My BUKOpucTamy crienngiuni 6mokaropu NMDA -
peuenropiB — DI-APV y konuentpauiax 5, 10 ta 15 MKMOmb/1 Ta
6mokatop AMPA-penentopis - CNQX y koHmeHTpanisx 5, 10 Ta
15 MKMOJIB/ 1.

Hig CNQX y xoHIeHTpallil 5 MKMOJIb/JI Befie B0 IOCTYIIOBOTO
IPUIVHEHHA TeHePyBaHHA I1aYKOBOI eeKTPMYHOI aKTMBHOCTI (puc.

10.8).

CNQX

N HTe

60 e
Puc. 10.8. 3minn IIEA xnitun rigpu nip giero CNQX (5 MkMo7nb/i).

ITpumirka. TOYKOI0 MO3HAYEHO BEMMUYMHY IOTeHIiany cnokoo (-39 MB). Crpinkn
BKa3yIOTb Ha 4ac fiii 671okatopa
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Pazom 3 tum MIIC He 3asHaBaB icTOoTHMX 3MiH. IloBinbHi
konmuBanHA MIIC, ki y xoHTposi cynpoBomxkywooTb IIEA, Takox He
ImpocTexyBanucs y pasi fiii koHnentpanii CNQX. OpHak criocrepiranm
noopguHoKi I1]], ammiTysa Akux cranoswia 9,2 + 0,4 MB. BigHoB/I€HHA
[IEA 3 KOHTpPO/IBbHUMMM IapaMeTpaMy BigOyBamocs depe3 25 XB Bif
nouaTkKy BigMuBaHHA. CNQX y koHIleHTpalii 10 MKMOJ/Ib/T CIpUYMHAE
3BOPOTHe O/IOKYBaHHs IeHEepPYBaHHs HOTeHIialiB [il MOBHIiCTIO (puc.
10.9). ITig yvac gii 6710kaTopa Ha KIITMHU Tifpy pyXxoBa aKTUBHICTb
o6’eKkTa JOCTKeHb CYTTEBO He 3MiHIOBajacs. IlaukoBa eleKTpuyYHa
aKTUBHICTb BigHOBmIoBanaca dyepes 20 xB. Ilig wac BigMuBaHHA

3MeHIyBanacs Kinbkictsb II]1: Big 7 mo 4,1.

CNQX Binpmusanss

i)
L
o Jm MB

60 ¢
Puc. 10.9. 3minu I[TEA xnitus rigpu nif giero CNQX (10 MxMornb/i).

ITpumitka. TOUKOI0 MO3HAYEHO BEIMYMHY IOTeHIliany crokoo (-41 MB).
Crpinku BKasyloTh Ha yac Aii 6;10KkaTopa

CHOX
BigmuBanug

ey

Puc. 10.10. 3minu [TEA xnitus rigpu nig giero CNQX (15 MkMo7nb/i).

meﬂ

60 ¢

Ilpumitka. To4YKOI IIO3HAYEHO BENMMYMHY IOTEeHIamy crmokowo (-45 MB).
CTpinKu BKa3ylTb Ha 4ac Ail 6110karopa



388

3i s6inpienusam koumentpanii CNQX go 15 MKMOAb/1 Mu
CIIocTepirany 4epes 2 XB IiC/A BBEIEHHA PO3YMHY MUTTEBE SHUKHEHHA
MAaYKOBOI eJIeKTpMYHOI akTuBHOCTI (puc. 10.10). [lis 6mokatopa TpuBa-
a 5 xB. ['enepysanns I[1]] 3’aBunocs depes 30 XB mic/is BifMMBaHH.

Orxe, 6nokysanus I1EA mip pieto CNQX fae smory 3pobutn
IOpUIYIIeHHs PO  HAafABHICTb  (QYHKUIOHAIBHMUX  IVIIOTAMaTHUX
peLenTopiB y cucTeMi, 110 reHepye 30y/KeHH elliTe/iaTbHO-M sI30BUX
knituH rigpu. IloBHe mpunmHeHHA reHepyBaHHA IIJl mip BIMBOM
CNQX cBigunth mpo Te, W0 akTuByBaHHA AMPA-penentopis Ha
KJIiTMHAX Tif[py € HeoOXiZHOI YMOBOIO BUHMKHEHHS Ta IPOBEIEHHS
30y/PKeHHS MDX elliTe/Tia/lbHO-M I30BYMU KIIITVHAMM TifIpM.

Higs D1-APV y xoHuenTpauii 5 Ta 10 MKMOJbB/IT CHpUYMHATA
OnokyBaHHs reHepyBaHHa IIJI wactkoBo (pumc. 10.11), opmHax
criocrepiranu cepiro nooguHokux IIJI, amIiTysa AKux craHoBuia 16 +
0,3 MB. BifHOB/IEHHA HOpPMalbHOI MTAYKOBOI €/1€EKTPUYHOI aKTMBHOCTI

IiC/IA ITOYaTKy BiIMMBaHHA BifbyBamocsa mpotarom 20 XB.

DI-APV BinmuBanEg
l
{
: JIO MB
] .

60 c

Puc. 10.11. 3minu ITEA xrituH rigpu nif BimsoM D1-APV (10 MkMonb/).

ITpumitka. TO4KOI0 ITO3HAYEHO BEMMYMHY NOTEHIfiany crokon (-39 MB). Crpinkn
BKa3yIOTb Ha 4ac fiii 671okaTopa

Brmms D1-APV y koHIeHTpanii 15 MKMOJIB/ T, @ TAKOX CITi/TbHA

nis 3 6mokaropom AMPA-penenrtopiB CNQX npu3BoanuTh O OBHOTO
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O/I0KyBaHHs TeHepyBaHHs NOTeHIialiB fiil 3 Ja/jblIXM BiITHOB/IEHHAM
Mic/A BiTMUBAHHS.

Otxe, mpoBefileHi HaMm [OCTIPKEHHSA JAal0Tb MOXIUBICTDb
CTBEPI)KYBaTU IIPO HAABHICTb INIIOTAMaTHUX PELENTOPiB Ha PYXOBMX
HeifpoHax krituH Hydra oligactis Pallas L., BBaxatoun, mo AMPA- ta

NMDA-penentopu rigpu 6epyTb y4acTb y Ipolrecax 30y KeHHs.

10.11. EAeKTpOHHO —
MIKPOCKONiYHe gOCAigXKeHHS!
HepBOBO —M'I30BUX CUHANCIB
NPiCHOBOQYHOI 2igpu

Iist poro GiKCyoTh 3pasky KIiTHMH Tiipyu B
1,5 % pos4yuHi IMIOTapOBOTO anbferiny mpurorosreHomy B 0,2 M
posunHi kokagwiary Na* (pH=7,2) nporarom 2 roj npu temieparypi
4 °C. Ilicnadikcanio nposopATe B 2 % posunmHi OsO; Ha IbOMY X
Oydepi mporsarom 2 roi. 3pasku 00E3BOMHIOITb Y 3POCTAIOYMX
KOHIIEHTPALIifAX €TWIOBOTO CIUPTY i NOMIIIAIOTh B €MOKCULHY CMOIY
Epon - 812 (J.H. Luft, 1961). 3pisu roryiors Ha yIbTpaMiKpoTOMi
YMTII-6 3a monoMorowo ajnMasHOTO HOKa; KOHTPACTYBalyM COMAMMU
ceuHIo 3a PertHonmpzcom (E.S. Reynolds, 1963). Ilpu mepernapi Ta
¢dororpadyBanHi  3paskiB  Bgajocs  OTpMMATH  300paXKEHHA
CUHAIITVUYHOIO KOHTaKTy MK 3aKiHYeHHAM HEPBOBOI KIiTMHM Ta
emiTenianbHO-M 30BuMU KaiTuHamu (puc. 10.12).
ITpunyckaemo, mo 'AMK- Ta ri1ooraMaTHi peLlenTOpY MOXKYTb
OyTy po3MillleHi Ha TOCTCHHANTUYHIN MeMOpaHi emiTeniaTbHUX KIITUH

rifpu, mifcTaBow € 6ioximiuHi Ta MoOpdonoriuHi moKasu HasBHOCTI
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CMHANTUYHMX KOHTAKTiB MK HepBOBMMU KiriTmHaMu rigpu (A. Jane et
al, 1997; J. Westfall, 1996) i Mk HepBOBMMM Ta emiTeTia/lbHO-
M'ssoBuMy kimituHamu (Andereson P.A. 1985), mpo mio cBig4yathb

BUKOHaHi HaMI eJIeKTPOHHO-MiKpOCKomiuHi gocmimkenns (puc. 10.12).

Puc. 10.12. CuHanTUYHMII KOHTAKT MK HEpPBOBOIO Ta eliTe/lialbHO-
M'sI30BOI0 KJIITMHaMy Trigpu: 1 — emiremiabHO-M'A30Ba KIITMHA; 2 — HepBOBa
KTiTMHA; 3 — CMHAITMYHUIA KOHTAKT.

IIpumirka. bina ninig piBHa mkani 2,17 MKM
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10.12. AOCAIgI>KEHHSt BNAUBY
KaTiOHIB MazcHil0, CBUHUIO Ta
PTYTi HA €AEKTPUYHY aKTUBHICTb

KAITUH eKTogepmu 2igpu

Knituam exromepmMu TNpicHOBOJHOI Trimpu
KOHTAKTYIOTb 0e3IIocepeJHbO 3 30BHILIHIM cepemoBuineM. Bigomo, 110
Jepes I KITUHM GOPMYETbCA peakliisi OpraHisMy Ha 3MiHU XiMi4HOTO
ckmagy cepeposmma  (M.S.  Christian, G.E. Lightkep, 1982).
CnocrepexxeHHs 3a MOpPQOIOTiYHMMY 3MiHaMU Tifjpy T BIUIMBOM
TOKCUKAHTIB 3aCBiluM/IN, 11O HAsIBHICTh MiHiMaJIbHMX JOMIIIOK COJei
NepexifHuX METAJB Y KyJAbTYpPaJlbHOMY CEPESOBUILi CIPUYMHAE IXHE
HarpoMapKeHHs KiaitTuHamu opranismy (M.JI. Bepectkuna u fip., 1987;
R.V. Hyne et al, 1992). Karionn p#BO- Ta TpMBJIEHTHUX MeTaJiB
crienivHO BIUIMBAIOTh HA IOTEHIian3aeXXHi MOHHI KaHamM Ta Ha
MeXaHi3M eJIeKTPOreHHOTO TPAHCIIOPTYBaHHA IUIa3MaTUYHUX MeMOpaH
pisHux TnmiB xaituH (X. 3urens, 1982).

[ns Tifpo6ioHTiB OfHMM 3 HAVBOKIMBIIIMX HACTIAKIB 3MiHU
MIPOHMKHOCTI ITa3MaTUYHOI MeMOpaHM € MOpYyILIeHHS
OCMOperynoBaHHsA. KaTioHM CBUHIIO, pTyTi, adioMiHilo Ta iHmn
PEYOBMHM TPU3BOAATH [O IIOPYIIEHHA IIpOLleCiB OKCUTeHalii y
K/IITMHAX TilpO6iOHTIB Ta aKTMBHOTO MEeMOPAHHOTO TPAaHCIOPTYBAaHHS.
Jo TakMX IOpylIeHb BifHOCATDb 3HIDKEHHA aKTUMBHOCTI Na'-K'-mommu.
Ind migTpuMaHHA piBHOBaryM Kajlil0 Ta HAaTPil0 y KIITMHI MOPCBKi
OpraHisMmu BUAUIAOTD HaymMmIoK Na', a IpicHOBOAHI - BO#y,
IIOIIMHAOYYM KaTiOHM HaTpilo. fIKI[0O OCMOTMYHICTH BHYTPilIHBOTO

CepeflOBMIIA MiBUIYETbCS, TO Iie BiffOYBa€Tbcsi 3a PpaxXyHOK
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30i/blleHHsT KOHI[eHTpallil ceyoBuHU Ta aminokucmor (B. Schmidt-
Nielsen, 1974). Ilopymennsa Na'-K'-mpoHuxkHOCTi Ta mOpyLIeHHS
po6OTH IOHHOI ITOMITM BiTHOCATD O OCHOBHMX IUIAXiB TOKCUMYHOIL il
pTyTi Ta fesakux inmmx Metanis (F. Strumwasser, 1967).

PedoBuHM, £AKi 3yMOBIIOKTb NOPYILIEHHA IIPOHMKHOCTI
IJIa3MaTMYHUX MeMOpaH Ta poOoTM Hatpili-kamieBoi mommy,
CIIPUYMHAIOTh HAOpAK KIITMHHMX CTPYKTYp Ta TKAaHMHU 3arajioM
(O.®. Ounenko, 1988). Taki Metany, K CBMHeNb Ta IMHK OCiJal0Th Y
BUIJIAZL TPAaHY/I B PiSHMX TKaHMHAX TifpOOiOHTIB, 1110 TO3HAYAETHCSA HA
3MiHaX CTPYKTYPHUX €/IEMEHTIB K/IiTUHMA.

JlitepatypHi #aHi momo 0co6MMBOCTI MOBEIHKM TifpoIAiB st
OOCTi[P)KEHHA BIUIMBY KaTiOHIB IepeXifHMX MeTajiB Ha Ipolecu
inpukanii 3abpygHeHb BOJHOTO cepefoBuina € emizoguyHi. OpHak
KoceBuuem (M.A. Kocesuuy, 1992), B mocnimkennax "Ha Obelia loveni
6y/10 moBeleHO BIUIMB KaTiOHIB Mifji Ta IIVMHKY Ha YyTIMBIiCTH OpraHis-
my. ITpoTsarom 30-60 xB mic/a BHeceHHA KaTioHiB Mifi (50-200 MKr/m)
y ceperoBuile 3 OO€KTOM CIIOCTepiraly 3MeEHIIEHHsS IPUPOCTY
BEPXiBKM Ha OfIHY ITy/IbCalil0, a iHKO/IM HaBiTb JO IOBHOTO 3YIMHEHHA
pocry. Ilicna npunuHeHHA BIUIMBY Mifi BiJHOBIIOBAINCA POCTOBI
nynbcanil. Y pasi 611bII BMCOKMX KOHI[EHTpallill Mijii BiTHOB/IEHHS He
BifOyBanocs. Ilpu pii KaTioHIB IVHKY, KOHIEHTpauil AKX OyIM Ha
NOpAROK BUI, CIOCTepiraim 3a 3MiHaAaMM IIapaMeTpiB pOCTOBUX
IyJIbCallill BepXiBoK y KomoHisax rigpoinis (J1.A. Kocesnd, 1992).

Inumvu Buyennmu (M. Hassel, S. Berking, 1990; 1988), kotpi
npamrosam 3 Hydra vulgaris, 6ymo pgosemeHo, mo kartioHu itiio y
BUCOKMX KOHI[EHTpPALifAX CIPUYMHAIOTh IMOpYIIeHHs AndepeHmiamnii

KJIITVH IiJ] 4aC pO3MHOXXEHHA Ta POCTY JOC/IZPKYBaHOTO OpraHi3my.



393

TokcmyHmMii BIIMB ~ XIMiYHMX €/IeMEHTIB Ha OpraHism
BU3HA4YalOTh 3a MEXaHI3MOM [il Ha KOHILIEHTpalLlil0 Ta aKTUBHICTb
eHepreTNYHNX CyOCTpaTiB y KIiTHHAX, AKi 6epyThb y4acTb y popMyBaHHI
jionHoro rpapgienta (X. 3wurenp, 1982) Ta MexaHi3MOM BIUIMBY Ha
npoHukHicts wirituHux Mem6pan (H.C. Crporanos, O.II. [a-
HIUJIbYEHKO, 1983).

Bigomo, 110 itoHn Mg** y )XMBMX CUCTEMAaX BifirpiloTh BaXK/IUBY
perynsTopHy (QyHKII0, € aHTaroHicramu KatioHiB Ca*, akTuBatopammn
HU3KM (PepMEHTaTUBHUX CUCTeM i OffHO4YacHO ixHiMu iHribitopamu, €
akTMBaTopoM aneTtwixomiHectepasu (P.A. Andereson, 1985), Tomy
BOX/IMBUM CTaJI0 BMBYEHHA BIUIMBY MarHilo, 1o JacTb MOXX/IMBICTh
Oi/bII peasbHO OLIIHUTY MeXaHi3MU, sKi /IeXKaTb B OCHOBI €/IeKTPUYHO]
aKTUBHOCTI K/IITHH Tifpu.

Tax, 3a/1eXXHO Bif #i0490i1 KOHIJeHTpallii, KaTiOHM 3yMOBIIIOIOTD
3HIVDKEHHS 4acTOTV BMHMKHEHHS ITaYKOBOI €/IeKTPMYHOI aKTMBHOCTI,
3MEHIIEHHA 3arajibHOi IXHbOI KiJIbBKOCTI, a TaKOX aMIULTyjgu
norenuianiB fii. Taki edexTn mMOB’s3aHi 3 BiOMONI BIACTUBICTIO
KaTiOHiB JTy)KHO3eMeNIbHMX MeTasiB OJO0KyBaTM JOHHY IpPOBifHICTH
HaTpi€BMX i [leAKMX TUIIIB Ka/IblieBUX KaHaIiB 30ymmBux xmituH (P.
Tuswpo, O. T'oitga, 1996; R. Tyzio, O. Goida 1996).

Ilig vac pmii xatioHiB MarHilo B KOHIeHTpamnii 1,6 MKMOJb/N
crocrepiraimu cnabky rinepnonspusanio Mmemopanu (Big -37,0 + 0,5 go
-42,1 £ 0,3 MB) Ta 36inpmenus ammitygu I1]] Ha 50 % (puc. 10.13),
IOpPIBHAHO 3 KOHTpO/NeM. TpuBalicTh MDKIIAYKOBOTO iHTepBaIy
36inpiryBanacsa Big 150 mo 210 c. Pasom 3 TuM kinbkicts I1]] y mavni ta

TPUBAJICTD MaYKM 3MeHITyBanuca Ha 50 %.
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JSME

30c

Puc. 10.13. 3MiHa Ma4YKOBOI €1eKTPUYHOI aKTMBHOCTI KIiTUH eKTOflepMMu
rigpy npu Aii kationis Mg** (1,6 MKMOb/m).

Ipumirka. TOYKOI MO3HAYEHO BEeMMUYMHY MOTEHIiany crokomwo (-37 MB). Crpinkn
BKasyIOTb Ha 9ac Aii Kationis Mg**

Y pasi saMmiHM KyIbTypa/JIbHOTO PO3YMHY Ha CEpeloBHUINE 3
KOHLIEHTpalLi€l0 KaTioHiB Mg2+ 2,5 MKMOJbB/N OeNpecUBHUN CTaH
TeHEepYBaHHA €IEeKTPUYHOI aKTMBHOCTI TpusaB 25-30 xB. IIporsdrom
IIbOTO Ilepiofy TrimepronApusanis MeMObpany 3pocrana Big —40,3 + 0,4
mo -51,7 + 0,3 MB. 36inpmryBanacs ammityna I171 va 100 %, nopiBHAHO
3 KOHTpOJIEeM, Ta 3pOCTaja TPUBAJIICTh MIKIIAYKOBOTO iHTepBamy (Bif
160 pmo 320 c¢). Kimpkicts IIJ] y maumi Ta TpMBamicTh ITAQ4yKM

3MeHIIyBammcs Ha 65 % (puc. 10.14).

_J5mB

. 30¢
Puc. 10.14. 3miHa maykoBOi €IEKTPMYHOI AKTMBHOCTI KITHMH eKTOfepMu
rigpy npu aii kationis Mg?* (2,5 MKMOb/11).

ITpumitka. Toukow MO3HAYEHO BeMMYMHY MHOTeHIHany crmokow (-37 MB). Crpinkn

BKa3syIOTb Ha Jac Aii KaTioHiB Mg**
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Orxe, itonn Mg*, 6mokyroun Bxij karionis Ca*' B npecuHar-
TUYHUX HEPBOBMX 3aKiHUYEHHAX, IPUTHIYYIOTh BUJITIEHHA MeMiaToOpiB
IF'AMK Ta rmoTaMary i MM caMUM BIUIMBAIOTb Ha XapaKTep CIOH-
TaHHOI aKTMBHOCTi. Pe3ynbpraTy CBifyath mpo Te, IO 7toHM Mg €
aHTaroHicTaMM KaTiOHIB KaJbllilo, Ille pa3 MifTBEpIKYI04M, 110 JIOHU
Ca® 6epyTb OIOCepeKOBaHy y4acTb y reHepyBaHHi IIEA xtiTun exro-
OEPMU TifpH.

IJaBHO BiZlOMO, IO CBMHELb 3MiHIOE JIOHHY IIPOHMKHICTb
MeMOpaH Ta 6/I0Kye aKTMBHICTb TpaHCIOpTHMX crcTeM (B. Venugopal,
T. Luckey, 1978). Kpim TOro, 3B’s3yumcb 3 KapOOKCUIbBHVUMI,
dochatHuMM Ta CynpQrifpwIBHMMHU Tpymamyu MeM6OpaH, 306inburye
iXHIO JKOPCTKiCTh, OmHOYacHO Omokywounm kaHamm (M.A. Lessler,
M.S. Walters, 1973). Ocob6mmBo YyTauBi 1O HEraTMBHMX BIUIMBIB
CBMHI[I0 HEVIPOHM L|eHTpanbHOI Ta mepudepiitHOi HEPBOBOI cuUCTEMMK
(I0.A. Epwos, T.B. Ilnerenesa, 1989). Ockinmbku 7OHM PTyTi Tex
MaIOTb iHri6yBa/bHUIT BIUIMB Ta 3[4aTHI YTBOPIOBATY CTiiKi KOMIUIEKCH
3 6i0/I0OTiYHO-BOXIMBYMMU  MOJIEKY/IaMM, HAIpuUKIaj, Oinkamuy,
inri6yroun ixuio aktuHicTb (H.C. Mel, T.A. Reed, 1981) Ta 3MiHI0004N
Na*- Ca?'- o6min (B.B. Maubko, 1998), BaXXIMBO ROCHIgUTM IXHiil
BIUIMB Ha 3MiHY €IeKTPMYHOI aKTMBHOCTI KJIiTMH €KTOJEePMU Tifipu y
PI3SHMX KOHLEHTpALiAX, IO [JAaCThb MOXX/IMBICTb POSIUVPUTH 3HAHHA
IIPO MeXaHi3MM 30y/IMBYX IIPOLIECiB, AKi TYT MIPOTIKAIOTb.

Ockinpku fioun Pb** Ta Hg* MaioTh gy>ke IIMPOKMIL CIIeKTp Aii
(FO.A. Epuios, T.B. ITnerenesa, 1989; B.B. Manbko, 1998; M.A. Lessler,
M.S. Walters, 1973; H.C. Mel, T.A. Reed. 1981; B. Venugopal,
T.D. Luckey, 1978), B T. 4. BOHM MOXYTb MaTy INPUTHIYYBaIbHMIT

BIUIMB Ha PeLeNTOPHY (YHKII0 pi3HOrO TUITYy 00’€KTiB, CIIpaBeINBO
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BUSACHUTY, YU Lie¥l BIUIVB ITOiOHMII JO 3aCTOCOBYBaHUX HaMy y po6oTi
inribyBanpHMUX pakTopis.

Hamu BcraHOBNIEHO, IO JIOHM CBUMHLIO B KOHUeHTpauii 0,1
MKMOJIb/JI CIIPUYMHSAIOTh He3HA4YHy Jenojisipusanio MeMoOpanu (Big —
37,5 £ 0,4 no -35,3 + 0,8 MB), xinbkictb I1]] y maukax 36inpiryBanacs Ha
20 %, TpuBajIicTh MDKIIAYKOBOTO iHTepBaly spocrana Big 150 mo 300 c,
HOpiBHAHO 3 KOHTposeM. OfHak HaibibI BupakeHUM OYB edekT il
cByHLI0 Ha amIutityny IIJI, Aka smeHmysanaca Bifg 19,4 + 0,7 mo 7,3 *
1,4 MB (puc. 10.15).

Pb1+
i
°

Puc. 10.15. 3mMiHa TaYKOBOi e7IEKTPUIHOI AKTUBHOCTI KIiTUH eKTOflepMM
rifpu pu aii katioHis Pb?* (0,1 MkMornb/).

_’10 MB
60c

ITpumirka. TOYKOO MO3HAYEHO BEMMYMHY TTOTeHIiany crokoio (-37MB). Crpinku
BKa3yIOTb Ha 4ac Aii Kationis Pb**

ITig BIMBOM KaTiOHIB CBMHIIO B KOHIJEHTpALii 2,5 MKMOJIb/I
CIIOCTEepirany ernonsapusanito MeM6paHI/I: Big -38,3 + 0,5 7o -24,9 + 0,8
MB, kinbkictb I1]] y maykax sMeHmysanacs Ha 10,5 %, TpuBanicTb MiX-
IIAYKOBOTO iHTepBaiy 30imbiryBanach Ha 257 % i ammutityna I1]] 3meH-

myBanacs Bif 19,6 1o 6,4 MB, mopiBHsAHO 3 KoHTponeM (puc. 10.16).

P
4

_IlO mB

30¢

Puc. 10.16. 3miHa MayKoBOi e7IEKTPMIHOI AKTUBHOCTI KIiTUH eKTOflepMM Tifpu
pu fii KatioHiB Pb?* (2,5 MKMoOnb/1).

IIpumitka. TOYKOK MO3HAYEHO BEMMYMHY MOTeHIiamy crmokoro (-38 MB). Crpinkn
BKa3yloTb Ha Yac Aii kationis Pb**
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Anmikanis kaTioHiB pTyTi B KoHLeHTpanii 0,001 MKMOIb/1
cipyuuHsia TpuBanui (15-25 xB) genpecuBHMIT eeKT y reHepyBaHHi
eJIeKTpUYHOI aKTUBHOCTI. IIporArom nporo mepiogy crocrepiranmu
CTiVIKy fenonsApusanio MeMOpanu: Big -37,7 + 0,4 go -23,3 +1,1 MB.
I'enepyBanna IIJI mporAaroMm nporo mepiogy sMmeHmysanocsa Ha 20 %.
Edexr mpocrexxyBaBcs, KOMM  KOHIEHTpAlil CTAaHOBWIM  Bif
0,1 Mmxmonb/n i Buime. Henonsapusarnisa Mem6panu 6yna Big -38,1 + 0,5
1o -16,1 + 1,2 MB.

Kinbkicts I1]l y maukax 3meHuryBanaca Ha 50 %, a TpuBamicTb
MDKIIQYKOBOTO iHTepBany — Bif 150 1o 350 ¢, MOpiBHAHO 3 KOHTPOJIEM
(puc. 10.17).

IIOMB

60c

Puc. 10.17. 3miHa maykoBoOi e/eKTPWYHOI aKTMBHOCTI KITMH eKTORepMM
rigpu npu il Karionis Hg?* (0,1 MKMob/T).

ITpumitka. ToYKOK0 MO3HAYEHO BEMMYMHY IMOTeHI{amy crmokoio (-38 MB). Crpimkn
BKasyloTb Ha yac il kationis Hg**

Haii6inpm BupakeHrmu Oyny 3MiHM NapaMeTpiB ITaYKOBOI
aKTMBHOCTI, sKi BMHMKamyM npu pii kKariomiB Hg™ B koHumeHTpauii
2,5 mxMmonb/ 1. Crioctepiranyu sHaYHy fenossipusaliio MeMbpann (Big -
38,0 + 0,4 o -5,3 £ 0,3 MB) Ta 3menmenna ammritygu I (Big 22,5 go
7,0 MB). TpuBamicTb MiXKITa4KOBOTO iHTepBaTy 3MeHIIyBanacsa Ha 70 %,
HNOPiBHAHO 3 KOHTponeM. HecyTTeBo 3MiHIOBa/NMCA TaKi MapaMeTpy, AK

TpuBanicTh mavyky (Big 30 o 25 ¢) Ta Kimpkicte I1]] y mauni (Big 6 go 5)
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(puc. 10.18). 3minM mapameTpiB IAYKOBOI €I€KTPUYHOI AKTMBHOCTI
KIITMH eKTO#epMM Trigpu mif fieoo karionis Mg*, Hg** ta Pb*
y3arajpHeHO B Tabmui 10.4.

Edpextn BmmBy Pb** ta Hg” Moxyre Oyru mosicHeHi
30ATHICTIO KAaTiOHIB LIMX MeTa/laiB YacTKOBO ab0 ITOBHICTIO 6}IOKYBaTI/I
NIPOBiJHICTb Ka/JbLIi€EBUX i HATPi€BMX iOHHMX KaHAJIiB IUIa3MaTUYHOI
MeMOpaHM KIITVMH eKTOfepMu, 1o OepyTh y4yacTb y reHepyBanui I1]I.
BopHoYac mpocTeXyeThes YiTKa 3a/IeXXHICTb eeKTy Bifi KOHIIeHTpaIliit
KaTiOHiB y pO34MHi.

Orxe, pesynpTaT¥  HallMX  JOCHIPKEHb  3acCBif4ylOTh
iHribyBa/pHMIT XapaKkTep BIUIMBY KaTiOHiB CBMHIJIO Ta PTYTi Ha mepebir
CIIOHTaHHOI €JIEKTPUYHOI aKTMBHOCTI KIiTUMH eKrofepmu rigpu. Iia
KaTiOHIB MarHil0 Ha eJIeKTPUYHY aKTUBHICTb KIiTMH ekTofepmu Hydra
oligactis mae 3mory mepekoHaTucA y 61I0KyBaHHI HEPBOBO-M A30BOTO
nepefaBaHHA  KOHTAKTy, KON  eIiTe/lia/ibHO-M A30Bi  KITMHU,
OYEBMIHO, He 30yIKYIOTbCSI HEPBOBUMIY K/TiTMHAMUY, 11O BifiIOBiAAOTH

3a IOLUMPEHHA 36y11>KeHHH eIliTe/Tlia/IbHUMU KIITUHAMMN.

H g2+
4

IlOMB

Puc. 10.18. 3miHa MavyKOBOI €/€KTPUMYHOI aKTUBHOCTI KITiTHH eKTOflepMMI
rigpu npu aii Karionis Hg?* (2,5 MKMOB/ ).

ITpumirka. To4KO0 MO3HAYEHO BEIMYMHY IIOTeHIliany crokoo (-38 MB). Crpinkn
BKa3yloTb Ha yac Aii kationis Hg**
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Tabauys 10.5

3MiHM mapaMeTpiB IaYKOBOI eJIeKTPMYHOI AKTMBHOCTI KIIITUH

eKTOZepMU Tifipy mif mieto karioHis Mg**, Hg*" ta Pb** (M + m)

Mem6panun | Ammiityna Kinpkictp | Tpmsanicts | Tpusamicts
YMmoBu i IOTeHLjas, | IOTeHNjany |IOoTeHLiasiB ERINS MiXKITauKO-
MB mii, MB mii y mavni [¢ BOTO

iHTepBay, ¢
Kontpomnp -37,5+0,4 21,4 +0,9 6,0 £2 30 +£0,5 150 £0,3
1,6 MM Mg* | -42,1 £0,3* 34,8 + 0,8% 4,0+2% 20+ 0,4 210+£0,3
2,5 MkM Mg** | -51,7 £0,3* 45,1 £ 0,4% 40+1* 25+0,5 320+£0,8
0,001MxM Hg**| -233+1,1* | 148+0,5* 50+1%* 15 £0,2 230+ 0,2

0lmxM Hg* |-161+12Y| 65+05* | 30+2Y | 10«04 [360+027"
2,5mMkM Hg* | -53+0,3" 7,0£2,0" 50+£1* 25+ 0,4 55+0,3*
0,1 MkM Pb?>* | -353+08" | 73+14" 8,0+1* 50+0,7" 300+ 0,4
2,5 MKM Pb?** | -249+08* | 64+147 7,0£2% 25+0,3 210+ 0,7

IIpumiTkn:* — focTOBipHICTD 3MiH 100 KOHTpOO 3 p < 0,05;

v_ TOCTOBipHICTb 3MiH 1[0/10 KOHTPOIIO 3 p < 0,01;

" — OCTOBIPHICTb 3MiH 11010 KOHTpOIO 3 p < 0,001

Ortxe, Halli pe3ynbTaTy Y3TOMKYIOTBCA 3 JAHUMU JiTepaTypu
(X. 3urenp, 1982; O. ®unenko, 1988; A. Spenser, W. Schwab, 1980),
3TiIHO 3 AKVMM KaTiOHM PTYTi Ta CBUHIO OJIOKYIOTb CIIOHTaHHY
e/IeKTPUYHY aKTVBHICTb elliTe/Tia/IbHO-M A30BYUX KIiTUH KOJOHIaTbHOTO
rigpoigHoro nonina Coriophora i BUK/INKAIOTh TOKCUYHE YIIKOKEHHS
IIpY BUKOPUCTaHHI IX Y BUCOKMX KOHIIEHTPALIiAX, a [iAd KaTiOHIB MarHiio
BUK/IMKA€E OOKYBaHHA CMHAaNTM4HOI mepepaui y rigpoinis (E.E. Ball,
J.E. Case, 1973; A.N. Spenser, W.E. Schwab, 1980). B pesynbraTi Hammx
JOCTiPKEHb ~ BCTAaHOBJIEHO  KOHIEHTpaljii [aHuMX KaTioHiB vy
KYJIbTYPa/IbHOMY CEPENOBMUIL, 110 IPU3BOAATD N0 HE3BOPOTHUX 3MiH,

TOOTO BMKIMKAIOTh BTPATy PYXOBOI 3JaTHOCTI i MOIIKOMKEHHA KIITHH
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€KTOflepMM, KpiM LIbOrO IIOKa3aHO, 1[0 BIUIMB IMX KAaTiOHiB He €
aHamoriyunuM po iuribitropie TAMK- Ta rmoTamMaTHUX peLenTopiB

(Tuspo P.B. ta in., 1998; Tuspo P.B. ta in., 1998; 1988).

10.13. EAeKTpUYHa aKTUBHICTD
KAITUH eKTogepmu 2igpu

3 nO3uuyill BNAUBY pi3HUX
dakTopis

Bigomo, 1mo  emeKTpuM4YHa  aKTUBHICTb
eliTe/liaIbHO-M SI30BMX KJIITVMH TiIpy Ma€ HellporeHHe IOXOKEeHHS i
TeHepyeTbCs B pesy/brari cuHanTuyHoro 36ymxenHsa (H. Bode et al.,
1990; S. Minobe et al., 1995; P. Nangia, S. Mookerjee, 1991; J. Westfall,
D. Argast 1982). EnekrpuyHa akTMBHICTb HENPOHIB € II0YaTKOBOIO
JIAHKOIO, 110 3YMOBJIIOE BUBIJIbHEHHA PiSHMX HeNpoMefiaTopiB 3
PYXOBUX HEPBOBUX 3aKiHYeHb, AKi CHMHANITMYHUM LIIAXOM i
BUK/IMKAIOTh €JIEKTPUYHY Ta CKOPOYYBa/IbHY aKTUMBHICTD €IliTe/lialbHO-
M’s130BUX KmiTMH. OOHaK HasBHICTh CMHAIITUYHMX KOHTAaKTiB MiX
OVMIU KIiTMHaMu Oyna JoBefieHa JIMIIe 3a JJOIIOMOTOK e/1eKTPOHHO-
MiKpocKomiyHMX Ta OioximiuHux pocmimkens (BJI. 3muma, 1999;
BJI. 3uma, 1997; ML.E. Shuba, 1999; 2000). 3 ornamy Ha ckasaHe i
BUHMK/IA HeoOximHicTh mocmimntu HasasHocTi TAMK Ta mmoramaTHux
pelienniTopiB y MeMOpaHi emiTemiaJbHO-M A30BUX KITUH e€IeKTpPO-
¢isionorivHNMN MeTogAMIL.
Ilim  BmmBOM  OiKyKymTiHy  €leKTpMYHa  aKTUBHICTH
reHepyBalacs He y BUIJIALA] nepiognanux cepiit I1]], a 6esnepepsro. Lle

CBifuMTh Ipo OJIOKYBaHHA TaJbMyBaHHA, sAKe (QyHKIiOHye B
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IpUpPOJSHNX YMOBaxX i sKe oIlocepefKoBaHe akTUBYBaHHAM ['AMK-
PeLeNTOPiB emiTeTiaTbHO-M AI30BUX KT THH.

Y Hammx mocmimKeHHAX Npu Aii Ha KIiTMHU Tifipy 30BHILIHIM
PO3YMHOM, 10 MicTVB OiKyKy/aiH (5 MKMOJIB/NI), BimbyBanucs 3Ha4Hi
3MiHM CITOHTAHHOI €JIEKTPUYHOI aKTMBHOCTI KIiTUH €KTOHEpPMU Tifipu.
Cnocrepiranu genossipusarito memopann Big -39 + 0,2 o -32 + 0,4 MB
npotaroM 10 xB Bifg mowarky amrikauii 6ikykyminy. Ammityma I1]]
spocrama Bifg 18,8 + 0,3 mo 28 + 0,2 MB, a ganmi - HacraB posnajn
IIaYKOBOI AKTMBHOCTI Ta BiiOYBalOCs TeHEpYBaHHSA IePeBa>KHO
noongnHokux I1]1.

Y pasi gii 6ikyky/aiHy B KoHLIeHTpawii 10 MKMO/Ib// aMIUIiTya
I171 sminoBanmacsa Big 19,5 + 0,2 go 35 + 0,3 MB rta BigOyBanmaca
menonsipu3sanist Membpanu Big -37 + 0,2 go -25 + 0,4 MB. HeobxigHo
3ayBaXWUTH, IO IpM Iiit arwmikanii 6ikykymiHy 3pocrama pyxoBa
akTuBHicTb Tigpu. Taxwit edexr fAil GiKyKyIiHY BAaBaIOCh YCYHYTU
LUIIXOM BifIMMBaHHA IPOTATOM 35 XB.

Xapakrepni smiHnm mnapamerpiB IIEA mig d4ac pii nporo
61oKaTopa criocrepiramyu B KoHIeHTpanil 15 Mmxmons/n. Hamu He 6yo
3a(hikcOBaHO IOSABY MDXKITAYKOBOTO iHTepBa/ly Ta 3HAYHOTO 3POCTAHHSA
ammtitygu I Big 19,1 + 0,2 go 39 + 0,3 MB.

OT>e, HaMM OTPUMAHO e1eKTpodi3ionoriuyHi J0Ka3y HaABHOCTI
IF'AMKAa-penenTopiB, 04eBMAHO, PO3MIllleHMX Ha IOCTCHMHAITUYHIN
MeMOpaHi emiTesianbHO-M SI30BUX KITMH Tifipy, IO Ha Iifcrasi
bioximiuHuX pocmimkenp 6yno npumymeHo KoHkacoM Ta CIiBaBT.
(J.A. Westfall et al., 1991). Mu npunyckaemo, mo 'AMK,-pernentopu
poO3MillleHi Ha pyXOBUX K/IiTMHAaX Tiffpy, OCKiIIbKM Ha CbOTOJHI BifoMi

TaKoXX MOPQOJIOTivHi JOKa3) HAABHOCTI CMHANTMYHNMX KOHTAKTiB MK
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HepBoByMM KinituHamu rifpu (I.®. Jlakun, 1990; D.W. Towle et al,
1991), MK HepPBOBMMM Ta eIiTeiabHO-M SI30BUMHU  KIIITMHAMU
(B.K. Pubanpuenko, 1970). IIpo 1e cBigyaTh TeXX Hauli eJIeKTPOHHO-
MiKPOCKOIIi4Hi JOCTi/I>KEHHA.
30KpeMa, HaM BJIaJIOCh OTPUMATH 300pa’KeHHA CHHAITUYHOTO
KOHTAaKTy MK HEpBOBOIO Ta eIiTe/ia/bHO-M 5130BOK0 KaitnHamu. Kpim
TOTO, Ha CBIiT/IMHAaX HaMyu 3aQiKCOBAHO BENMKY KiNbKiCTh i-KmiTuH
(puc. 10.19), saxi € nonepennukamyu HepoBux KmituH (M.D. Illy6a,
1998; V.B. Mountcastle, R.]. Baldessarini, 1974).
Ilizg BuBOM KOHKypeHTHoOro aHTaroHicra NMDA-penenrtopis
D1-APV (5 ta 10 MKMO/IbB/ZI) CHOCTepiralim 4YacTKoBe OIOKyBaHHS

reHepyBaHHA I1]] Ta moogunoki I1]] amnmitygor 16 + 0,3 MB.

Puc. 10.19. CkymyeHHs iHTepcTuLianbHUX KniTvH (6ina nmiHiA piBHa
mKazi 2,17 MKkm).
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ITig BunuBoM D1-APV mpu koHueHTpauii 15 MKMOJb/1 HaMu
BifiMiYeHO NpuNMHEHHA TreHepyBaHHA II]I, sAKe TpmBamoO NpPOTATOM
BCbOTO 4acy amviikauii aHTaronicra. Ile cBigunTh nmpo ydacte NMDA-
PeLenTopiB y peryloBaHHi IaYKOBOI eIEKTPUYHOI aKTMBHOCTI KIiTUH
rigpm.

Omxe, kpim TAMK-penentopis My IpUIycKaEMO HasABHICTb Y
k1iTrHax rifpy NMDA-penenTopis, ki y [THC Buimux tBapus 6epyTb
y4acTb y TeHepyBaHHi 30Yy[KYBaIbHMX CUHAOTMYHMX ITOTEHIiasliB,
X04a HaMJ He 3HaiileHO MO/i0HNUX BioMOCTel1 y miTeparypi.

BaxxnmBo, 1o 6inbur BupakeHuit raabMiBHmit egext Ha ITEA
MU CIIOCTE€pirany Mifi BIVIMBOM KOHKYPEHTHOro aHTaroHicta AMPA-
peuentopiB CNQX. ITicns 36inblieHHs] KOHI[EHTpalil 0 15 MKMOb/
MU CIIOCTepirany dYepe3 2 XB MiC/lIA BBeleHHA PO3YMHY MUTTEBE
3HMKHEHHS ITa4YKOBOI €/IEKTPUYHOI aKTUBHOCTI.

Mo>keMO KOHCTaTyBaTH, 1IJ0 B HEPBOBIll CCTeMI Tifpy HaABHI i
306ymKyBanbHi, 1 ra;bMiBHI CHHAaNTHYHI MeXaHi3MU perylOBaHHA
€JIEKTPMYHOI ~ aKTMBHOCTI emiTe/MaJibHO-M I30BUX  KJIITUH,  SKi
TeHEPYIOThCA MTEICMEKEPHUMM CUCTEMAMIL.

Hamu opiep>xaHo HMifTBEPHKEHHA HAABHOCTI LIMX PELENTOPiB y
IUIa3MaTHYHiI MeMOpaHi HepBOBUX K/ITMH Tifpu Ta 3’COBAaHO IXHIO
POJIb Y Pery/IoBaHHi eleKTPUYHOI aKTUBHOCTI eliTesiabHO-M I30BUX
KIiTVH. 3MiHU €/IeKTPMYHOI aKTUBHOCTI, 110 BMHMKAIOTb Y pe3y/nbTaTi
BIUIUBY OiKyKy/iHy — KOHKypeHTHOTO 6710KaTopa 'AMK-penenTopis Ta
cienndivyHMx 610KaToOpiB TMOTaMaTHUX penenrtopis — DI- APV i
CNQX, 710riyHO HpPOCTEXXUTH Bifi aKTMBYBaHHA peLIENITOpa 0 POi
iOHTPaHCIIOPTHMX CHUCTEM IUTA3MATNYHOI MeMOpPaHY KIITUH eKTOepMMI
Tifpy, fAKy IOKAa3aHO Ha Yy3arajbHIoo4iil cxemi (pmc. 10.20). Iligm
BIZIMBOM OiKyKy/TiHy e/leKTpMYHa aKTVMBHICTb TeHepyBajacsi He Y

BursiAi nepioguunumx cepiit I1]1, a 6e3nepepsro. Lle MO>KHA OSICHUTH
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6/7I0KyBaHHAM Ta/IbMyBaHH:, sIKe QYHKIIIOHY€E y NPUPOJHNUX YMOBaX i
omocepenkoBaHe  akTuByBaHHA  ['AMK-penenropie ~ mMemOpann
elliTeTiabHO-M A30BMX K/TiTVH.

Ha cporopHimHiit geHb pomb KaTioHiB Mg™, sAki B >XMBMX
CHCTeMax BiflirpaloThb perynraTopHY (PyHKIIIO i € aHTaroHicTamm OHIB
Ca™, Maso BuB4YeHa. TOMy HaCTyIIHa Cepis JOCT/PKeHb HPUCBIIEHA
BUBYEHHIO BIUIMBY KaTioHiB Mg®*, 1m0, Ha Hally JYMKYy, A€ 3MOTy
3PO3YMITM MeXaHi3MU, AKi JIeXKaTb B OCHOBI €/IeKTPMYHOI aKTUMBHOCTI

KJIITUH NPiCHOBOJHOI Iifipn.

3Na' K* 3Na" K

Na* 2K" l

eniTesriabHO-M’SI30Bi

KUT THER

Puc. 10.20. Pomp TAMKa Ta rmOTaMaTHMX pelenrtopip i
JIOHTPAaHCHOPTHUX CUCTEM Y PETYMOBAHHI €NeKTPMYHOI aKTMBHOCTI KITUH
exrogepmu Hydra oligactis Pallas
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Tak, EnmonzncoM Ta rpymoro aBTopis (B. Edmonds et al., 1995)
Oyra BucyHyTa rinoresa mpo Te, Imo mimmHa NMDA-penenropis
6/10KyeTbCs loHamy Mg®', siki HasiBHI B cuHanTmuHin mimvui [THC
BUIIMX TBapuH. ToMmy I/noTaMaT, AKUII € HepOTpaHCMiTepoM Yy
6inpmocri cunancis ITHC xpebetHnx, aktubye He-NMDA-penenitopu.
Inmumu  pocmigaukamu (C. Hammond, 1996) BcraHOBIEHO, IO
CTUMYJ/IIOBaHHS IIPeCHHANTVYHUX HEPOHIB TilnokaMmma, y pasi 6paky
KaTiOHiB Mg“, CIPUYMHAE IOCTCUHANTUYHY MAENONAPU3aLil, IO €
pe3yIbTaTOM CUHANTMYHOIO BXiJHOTO CTPyMy Ta IIOB’s3aHa 3
nepexpemeHHAM NMDA- ta ne-NMDA-kaHaniB.

Ockinbky kananmu NMDA-penentopiB € IpOHUKHUMU [7A
OJIHOBA/IEHTHMX 10HIB Ta KaTioHiB Ca’* i 610KyoThCs KaTioHamu Mg**
npu cTpyMi HabmpkeHoMy fo moreHnjany crokoio (C. Hammond,
1996), Hac 3alikaBuio, sAKOW0 >XK Oyme [Aig KaTiOHIB MarHilo y
30BHIIIHBOKTITUHHOMY poO3uMHi Ha KiaiTuHM ekTtofmepmu Hydra
oligactis. OT>xe, mpu [il KaTioHiB MarHilo y KoHI[eHTpawii 1,6 MKMOb/ 1T
MI CIIOCTepirany HesHayHy rineprosnspusanio MmeMopanu (Big -38,4 +
2,0 no -42,1 £ 2,1 MB) Ta 36inpmennsa ammiityau IIJI Ha 50 %,

HOpPiBHAHO 3 KoHTpoeM (puc. 10.21110.22).

MeMOpAHHEE DOTEHIIAN, ME

Puc. 10.21. Brmus karionis Mg**, Hg?* ta Pb** y pisHux KoHUeHTparIisax
Ha Be/IMYMHY MeMOPaHHOTO NOTeHIiany (MB) KIiTHH eKTOepMI rifpn.
IIpuMiTka. BOCTOBipHICTD 3MiH 11[0/J0 KOHTPOJIIO:
* - p<0,05; -3p<0,01;*"-3p<0,001
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Y pasi 30inblieHHs KOHUeHTpauii KaTioHiB Mg*" 1o
2,5 MKMOJB/ 7 Tinepnonspusauis 3pocrana Big -39,3 £ 0,4 go -51,7
0,8 MB, ammmitryga IIJ] 36inbmyBa}1ac;{ Ha 100 %, mopiBHAHO 3
KOHTposieM. Xo4a, 3a/IeXHO Bif [il040i KOHIEHTpauii, i KaTioHu
3HIDKYIOTb 4acTOTy BUMHUKHeHHA IIEA, 3MeHIIeHH:A IXHBOI 3araabHOI
KiJIbKOCTI Ta aMIUTiTyju IOTEHIIialiB Jil.

Mu npumyckaemo, mo Taki edekTu MoB’sA3aHi 3 BioMoro
B/IaCTUBICTIO KaTiOHIB JTy)KHO3eMeTIbHMX MeTa/liB OJIOKyBaT JOHHY
NPOBIAHICTD HATPi€BMX Ta MEAKMX TUIIB KaJbLi€BUX KaHAJIB
30yQ/IMBUX KITHH, WO Y3TO[KYETbCA 3 AEeAKMMMN JAHVMU JiTepaTypu
(P. Tuswpo, O. T'oitga, 1996; R. Tyzio, O. Goida, 1996).

OrpumaHi pe3ynbTaTi CBifuaThb NpO Te, 110 KaTiOHM MATHIIO €
AHTAroHiCTaMM KaTiOHIB Kasbllito, a itoun Ca** 6epyThb OmocepesKoBaHy
y4acTb y reHepyBaHHi [IEA KmiTH exTOgepMu rifgpm.

Bimomo, 1m0 KaTiOHM CBMHIIO 3MiHIOIOTb IPOHUKHICTD
MeMOpaH, 6/10KyI04M aKTUBHICTb TpaHCcOpTHUX cucteM (B. Venugopal,
T. Luckey, 1978) rta xanamiB (M.A. Lessler, M.S. Walters, 1973).
OCKiZIbKY HeJipOHM IIeHTPaNbHOI Ta HepudepiiHol HepBOBOI CuUCTeMM
BUIIVX TBApVMH OCOOIMBO YYTIVBi [JO HEraTMBHOTO BIUIMBY KaTiOHiB
ceuuno (FO.A. Epmos, T.B. IlnereneBa, 1989), mouinbHuM 6yro
3’sicyBaTy BIUIMB  KaTioHiB Pb** Tta mopibuicte il Ko BIUMBY
nomnepepHix iHriOyBampHuX (QakTopiB Ha KIITMHM  €KTOAEepMMU
NIpiCHOBOJHOI rifipn.

Ammnmitypa IIJT smenmyBanaca Bif 19,4 + 0,7 go 5,3 +1,4 MB
(pmc. 10.22). 3i 36implieHHAM KOHUeHTpauii no 2,5 MKMOJB/I
CIIOCTEpiranm Jemnosspusaliio MeM6paH1/[ Big -39,3 + 2,5 mo -24,9 +
2,5 MB, KinpKicTh nOTeHIiaMiB il 3MeHIIyBalacsa B Madkax Ha 19,5 %

(puc. 10.21; puc. 10.25).
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Puc. 10.22. Hin xarionis Mg?, Hg** Ta Pb* y pisHMX KOHIIeHTpalisx Ha

TPUBATICTD Ia4KM (C) KITITUH eKTOLEPMIU TifpH.
[Tpumitka. [To3HayeHHs JOCTOBIpHOCTI sk Ha puc. 10.21

BcranoBneHo, mo KaTioHm Pb*" y MeHmNX KOHI[EHTpALiisiX
(0,1 MKMOB/T) CIPUYMHAIOT HE3HAYHY JENOJIApU3allilo MeMOpaHu:
Big -37,5 + 0,5 o -35,7 + 0,2 MB, TpuBamicTh Mi>KIIa4KOBOTO iHTEpBATY
36impiryBanacsa Big 150 mo 360 ¢ (puc. 10.24).

YpaxoByroun mMpokuit criekTp aii kationis Pb** (10.A. Epuios,
T.B. Ilnerenesa, 1989; B.B. Maubko, 1998; M.A. Lessler, M.S. Walters,
1973; H.C. Mel, T.A. Reed, 1981; B. Venugopal, T.D. Luckey, 1978),
OYEBVJHMM CTa€ IHTiOYBaIbHUII BIUIMB Ha PELENTOPHY (YHKIIiO
ob’ekta mocmifpkeHb. 3O0KpeMa, pe3ylIbTaTH HALIMX [JOCIiKeHb
3aCBiguyIoTh iHriOyBa/IbHMII XapakTep BIUIMBY KAaTiOHiB CBMHIIO Ha

nepebir CIOHTaHHOI €/IeKTPUYHOI aKTMBHOCTI KIITUH eKTOAepMM

rigpu.
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Puc. 10.23. [is xariomis Mg*, Hg?* T1a Pb* vy pisHux
KOHLIEHTpAL[ifiX Ha TPUBAICTb MDKIAYKOBOro iHTepBany (C) KIiTUH
€KTOJlepMMU Tifipu.

ITpumirka. I[losHayeHHA focToBipHOCTI AK Ha puc. 10.21

AMITTITYZ 4 [IOT eEITIALE Aii, 1E

Prc. 10.24. [Tia xarionis Mg?*, Hg** ta Pb* y pisHuX KOHIleHTpaIlifX Ha
aMIDTITYAy HOTeHIianiB aii (MB) K1iTHH ekxTogepMu rigpu.
IIpumirka. [Tosnauenna gocrosipHoOCTi AK Ha puc. 10.21
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Puc. 10.25. BmmB karioniB Mg?* , Hg** rta Pb* vy pisunx
KOHIIEHTpAllifiXx Ha IlapaMeTpy IIaYKOBOI €IeKTPUYHOI AKTMBHOCTI K/IiTUH
€KTOJIEPMMU Tifpu:

N - kinpkicTb noreHuianis fAii y maui.

IIpumirka. [TosnauenHa gocroBipHOCTi AK Ha puc. 10.21

Karionn Hg’" TakoXX MaroTh iHribyBanpHuil BIUIMB Ha pisHi
nokasHuky EITA KmiTMH exTofmepMM Tifpy, OYEBMIHO, 3a PaXyHOK
3[ATHOCTI yTBOPIOBATM CTiilKi KOMIUIEKCM 3 TakuMy O6ionoriyHo
BOKIMBUMM MOJeKynamu, sK Oinku (B.B. Maubko Ta iH., 2001) Ta
smiHto4yn Na*/Ca?"-06miH (B.B. Manbko, 1998).

ITligcymoByl04M yce CKasaHe, MOXHa BUIUINTM OCHOBHI
IITPYXM, HA AKX MM 3YIVHSINCA B POOOTI.

1. BcraHoB/meHO NOAIOHICTb y XapakTepi 3MiH 6ioelTeKTUPYHUX i
(bismxo-xiMquMX nokasuukis TIIM Ta axktuBHOCTi Na' K*-
AT®-asu 3a yMOB BIUIMBY pi3HMX KOHIEHTpallifi KaTioHiB
BOXKMX MeTaIiB y paHHbOMy eMOpioreHesi B’I0Ha, TOOTO
[0303aJIeXXHa  JlenmojsApusania  MeMOpaHu  6mactomepis

CYIIPOBOMXY€ETbCA 3HIDKEHHAM aKTUMBHOCTI Na',K*- AT®-asn
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MeM6OpaH. OTxe, IOINMO/IEHO 3HAHHA IPO MeXaHi3M BIUIMBY
B@KKIX MeTaJIiB Ha IOCI/KyBaHHI 00 €KTH, 1110 MiATBEPKEHO
eJIEKTPOHHO- MiKPOCKOIIYHUMU JOCTII>)KEHHAMU O1acTOMepiB
BIOHAa 3a IMX YMOB, 30KpeMa, BUABJIEHO 3HAYHi
YABTPACTPYKTYPHi 3MiHM IXHiIX opraHen. JloBeZeHO dYacoBy
3a7IeXHICTb MDK mapaMmerpamu KonmsHOI guHamikym TMII Ta
MopdoreHe3oM 3apoiKiB B'I0OHA, iHKYOOBaHMX 3a HasBHOCTI
KaTiOHiB Ba)XKMX MeTa/iB, — aMIUIITyfa Ta 4acTOTa KOJIMBaHb
TMII 3HauyHO 3MEHINYETbCA, BiXOYBAETHCA CIOBiITbHEHHA
PO3BUTKY 3apofKiB. MopdoreHeTMYHNM aHAIi30M BUAB/ICHO
CYTTEBi BifjicTaBaHHA B PO3BUTKY JIMYMHOK B'IOHA Ta IOSBY Y
HUX Pi3HUX aHOMAIi.

3’sicoBaHo, 1o comi, sKi MicTATh Kariomm Pb*  Tta Hg™,
iHri6yl0Tb ~ CHOHTAaHHY €/eKTPUYHY AaKTMBHICTb  KJITUH
eKTofepMu Tifpu, a min giero kartioniB Hg** BimbyBaerbcs
rigpononsipusania MeMOpanu Ta 36inbpuienHsa ammrityay I171.
Brepuie orpumano enektpodisionoriudi [okasum HaABHOCTI
FTAMK Ta rD1oTaMaTHHX peLenTopiB Ha IUIA3MaTUYHIN
MeMOpaHi  emiTeliabHO-M'SI30BUX ~ KIITMH  eKTOfilepMU
IPiCHOBOJHOI Tifipy, 3’5ICOBAaHO IXHIO pPOJb Yy peryIioBaHHi
MIaYKOBOI €/IEKTPOHHOI aKTMBHOCTI KIiTHH. BcTaHOBIEHO, 1O
IF'AMK- pennTopu BifOBifalOTh 3a IpolLleCH IaJbMyBaHH:, a
ITIIOTaMaTHI — 3a Tpouecu 30epeXXeHHs [OCIiPKYBaHHUX
xriTuH. JloBemeHO MOMIOHICTD YACOBUX B3aEMO3B A3KiB MiX
AMHAMIKOI0O 0iOe/leKTpUYHMX, eHeprozabesnedyBaIbHUX i

MeMOpPaHHO-TPAaHCIOPTHUX IpolLeciB y paHHBOMY
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eMOpioreHesi B’IoHa Ta LIIOpLEBOi >XKaby, 1O CBiAYUTH IPO
YHIBEPCa/IbHICTb HAasABHUX 3MiH Y XOJIOZHOKpOBHUX. OTpUMaHO
HOBIi [aHi IIpO NPUHLUIIM YaCOBOTO OpraHi3yBaHHA 3apOfKiB
XOJIOZHOKPOBHMX.

3ampoIroHOBaHO HOBMII MiAXif mo MopenoBaHHA 3MiH MII Ha
paHHIX crafisix emOpioreHesy B’IOHa, KOMM 3a JIOIIOMOTIOIO
nudepeHLiaTbHUX PiBHAHD MOXKHA OIVCYBATH 3racaiodi BIacHi
KO/NMBaHHA. Brepine 3anponOHOBaHO MaTeMaTUYHY MOJENb
IIpOIleCiB paHHbOTO eMOpioreHe3y TBapMH, sIKa OCHOBaHa Ha
HOBOBMY KJaci [JMHaMiuYHUMX Mofie/lell. 3a [IOIIOMOTO0 IIi€i
MoJieli OJAHO OMMC HAMbiIbII CYTTEBMX IIPOLECiB PO3BUTKY
3apOJIKiB B’IOHA Ha OCHOBI BVSB/IEHVX IPUYMHHO-HACTIKOBUX
3aJIeKHOCTel MDK AMHAMiKol0 6ioe/IeKTpMYHMX Ta MeTabo-
NTIYHMX TapaMeTpiB eMOpioHambHUX O0’€KTiB. A TakoX y3a-
rajibHeHO (YHKI[iOHa/IbHI B3a€EMOAIl MDK JOCTIIKyBaHMMU
IpolecaMy Ha MOJIEKY/IAPHOMY Ta BMINUX PiBHAX OpraHisy-
BaHH: 6i0CKCTeM 3 BUKOPUCTAaHHAM TPiaJHUX CTPYKTYP.
[IpoananizoBaHO MOXXIMBOCTI KOMIT IOTEPHOTO MOJI€/IIOBAaHHSA
Ta YMCI0BOI ONTUMIi3anii MeTaboIiYHMX IPOLIeciB Ha IPUKIAAi

6iocunTesy p1aBiHOBUX KOGEepPMEHTIB Y APLKIKIB.
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