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BBEJIEHUE

buodwusuxa — Hayka o Hau6osiee npocThix U pyHAaMEHTAIbHbIX B3au-
MoJelicTBHAX, JIeXAUHX B ociioBe GuoJsiornyecKux nporeccos. IToapasyme-
BaeTcd B3auMoJelicTBHe Ha BCeX YPOBHAX GHOJIOTHYECKUX CHCTEM — OT
KJIETOYHDbIX OpraHeJui /0 MOILy JISTHui.

Kax npaBuJio, np# HcciiefoBaHUH GHOJIOTHYECKUX CHCTEM BBHIAEASIOT
[lBa HallpaBJIeHHU:

— u3ydetide QOPMH ¥ MHOTOOGPa3usl JKUBOTO — 3THM 3aHHMAIOTCS
aHATOMHA, MOP(OJIOTUS, THCTOJIOTHSA M LIKTOJIOTHSA;

— H3y4enue NPOLECCOB, obecrednBAIOUMX XKU3HeJeATEIbHOCTb Opra-
HU3Ma, T. €. IOCTYILJIeHHe, paclpe/esieHye U BbiBelleH)e BellleCTB, MeTa6o-
JIU3M, CHHTE3, a TaKxKe sHeproobecrieveHie 3THX NPOLIECCOB, — 3THM 3aHU-~
Matotcst pu3HOJIoTUs], 6HOXUMUA U 6HodU3HKa.

Heo6xoxuMo OTMETHTD, YTO Ha3BaHHbIE AUCIHIIJINYBI CBA3AHbI CO BCEM
MHOT0OGPa3ueM XXUBOH NPHPO/IbI H CTPEMSATCS BbISIBUTD OOIIHE ITPUHIIMIILI
YyHKIMONUPOBAHMA Pa3/JMYHbIX OPTAHU3MOB, YYHTDIBasi [IPH 3TOM HX CHe-
muduxy u cBoeoGpasue.

Koneunas e/ usyuenusi 6M0JI0rHIeCKol cucTeMbl ~ pacHngpoBKa
MeXaHH3MOB (hYIIKIMOHHPOBaHHsl OPraHM3Ma, BbIsIBJIEHHE B3aHMOCBSI3aHHBIX
H3MeHeHuil CTPYKTYPhi B (DYHKI[MH Ha BCEX YPOBHSIX — OT CYGKJIETOYHOTO
20 NOTIY IAMOHHOTO. Buodusuka sBaseTcst 6UONIOTHYECKOH TMCIUTIAHHOIM,
u3ydalomei (pH3nK0-XUMHYeCkHe B3auUMOJeliCTBHS B CaMOM HIMPOKOM ac-
TeKTe.

BosnukHoBeHHe 6HO(U3NKH BO MHOTOM CBSI3aHO ¢ BOIIPOCAaMH, ITOCTaB-
JieHHbIMH ¢pH3HOJIOTHER. (DPu3noorNs HccleayeT hyHKIMH OPraHoB, MECTO
1 poJib 3THX (YHKIMH B obecriedeHun XKU3HeAesTTeIbHOCTH, B TO BPEMs Kak
3aga4ya 6uopu3nku — H3ydeHue NEPBUYHBIX MEXAH3MOB, JIeXalluxX B
ocHoBe (hU3HOJIOTHYECKUX (DYHKIMI.

3uaunresbHast 4acTb OHoU3HUYECKHX HCCIef0BaHUM BLINOJIHEHA HA
Cy6KJIETOYHOM U MOJIEKYJIIPHOM YPOBHSX, NO3TOMY GHOH3HKa Yalle, YeM
ApyTHe 6GHOJIOTHYECKUE TUCILMILINHDI, HCIIOJIb3YeT Pe3yAbTaThl M METObI
usuku, xuMuUU U PU3HYECKOH XUMUK. ITO BaXKHO A1t TOHMMAHUS OCHOBO-
noJ1araroiux GHOJIOTHIECKUX IpoueccoB. XoTs ucceaoBaTen 6uoduau-
KM ¥ (DU3HOJOTH HMMEIOT 06IyIO 1ieJb — MOHUMAaHHe MEXaHU3MOB XH3He-
AesTeJIbHOCTH, KOHKPETHast pojib uX pa3myHa. Kak yxe 0TMe4aI0Ch, JIi0-
Goit opraHuaM, OTHOCSIIIHIHCS K PaCTUTEbHOMY UJIM XXHBOTHOMY LIAPCTBY,
HCCIIeyIoT B ABYX acleKTaXx — ero CTpoeHHe U NPOTEKAIOIHE B HEM
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mpoliecchl. Y pasHBIX BUAOB MOTYT GbiTh GOJIbIMe Pa3/IM4Usl B Opranusa-
I[HM CHCTEeM OpPraHOB U B MX pabote. OxHako B MEPBHYHbIX NPOIECCaX,
JIeXAIIUX B OCHOBE (PU3HOIOTHYECKUX (DYHKIINI, OOHapyXuBaercs 60Jb-
LI0€e CXOJCTBO, H JAHHBIMH MpoOLeccaMy 3atMaercst 6uodusuxa. Iloaromy
MO3KHO CHYMTaTb, YTO 6HO(U3HKA He HMeeT CBOETO IOCTOAIIHOro 06beKTa, a
UMeeT NpeMeT UCCIeIOBAHMS.

Taxum o6pa3oM, GhH3HOIOTHA HENOCPEACTBEHHO CBA3ala ¢ JAHIIbIM BH-
oM O6BEKTOB MCCieNOBaHus, a 6Ho¢u3uKa U3yyaeT GU3UKO-XUMHYECKHe
MPOLECCHI, MPUCYILNE PasHBIM BHAAM JKHBOTO, T. €. BHIIBJIIET o0LIMe 3aK0-
HOMEPHOCTH Ha MOJIEKYJISIDHOM ypOBHe.

Llesnpio 6M0pHU3NYECKOTO UCCIEOBANNS SIBJISIETCS IEPBUYHBIH MeXa-
HU3M (QYHKIMOHMPOBAaHHUS KaK OTAe/bHON KJIETKM, TaK U ee Oopraie
MOJIEKYJI IPU €CTECTBEHHBIX YCJIOBUAX (DYHKIIHOIUPOBaHUA GHOCHCTEMBI.
MbI yaesnuM oco60€e BHUMAHHE PACCMOTPEHHIO OCHOBHbBIX 6GHOGU3UIECKUX
MeXaHM3MOB (DYHKITHOHUPOBANHMA KJIETKH B HOPMaJIbHBIX H 3KCTPEMaJIbHbIX
(maronoruueckux) yciaosusx. [lpeanosaraercs, 4To YuTaTe b JOCTATOYHO
MIOJIHO 3HAKOM C THCTOJIOTHell U oco6eitHo nutoaorueii. B nanmoi kimre
CBeleHHsI O CTPOEHHH, CTPYKTYPeE KJIETOK, XUMHYECKOM COCTaBe MIPUBOTTCS
JIMIIb B KayeCTBe HAIIOMUHAHMUSI, IIOCKOJIbKY OHU HEO6XOAUMbL IS 06Cy K-
neHus 3anayd 6uodusuky u 114 060CHOBaHUs NPUMEHAEMbIX METOROB MC-
CJIeIOBaHUS.

Konxpernble 3agayy 6uodu3uku Ki1eTku — paciiu@poBKa MepBHYHbIX
MOJIEKYJIAPHbIX TIPOLECCOB, CTPYKTYPHO-MeTaG0/IMYeCKUX HepecTpoex
U T. 1. — TPe6GYIOT UCNOJIb30BAHHS HOBEHIIUX (PUINIECKNX, XMMUYECKUX H
(pU3UKO-XUMHYECKUX METOA0B, aJalITHPOBAHHBIX K paGoTe ¢ 6UOJIOTHYECKH-
Mu 06beKTaMH B YCIOBHAX, GJIM3KUX K eCTeCTBEHHbIM. B pe3ysibTare 3Ha-
KOMCTBA C y4e6HUKOM YHTaTe b JOJDKeH TBEpAO YACHHTb, KaKue HMEHHO
cBefleHHs1 O KJIeTKe U KaKyio HH(OPMaIUIO MOXHO HOJIYYUTb C IIOMOIIbIO
pa3/IM4YHbIX MeTONOB. Be3yc/oBHO, B OHOI KHUTE MOJHOCTbIO U3JIOKUTD
BCE BOIPOCH! COBPEMEHHOH GHO(DU3HMKHU KJIETKH HEBO3MOXHO. Mbl pacCcMOT-
PHM y3JiOBble MOMEHTbI, 3HaHHE KOTOPbIX HeOGXORUMO MM OBJIAJIEHUS
OCHOBaMH Kypca o61ieii 6uodUu3HKH.



CIIMCOK COKPAIIEHHMHN

AI®D — apenosunaudocdar
UAM® — mukJHdeckuit afCHO3UH-
Monotocdar
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TK — rauanpnble KJIETKH
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I''T — runepTpuranuepuaeMus

JHK — nesokcupuGoHyKI€HHOBas
KHCJOTa

KK — >xupHas xucaora

WNJI — unrepaeiikun
WHC/ — uncyaMHOHe3aBHCHMbIi
caxapHbiii qua6er

KJIICM — kondokansnas nascpHas
CKaHHpYyOmas MHKDPOCKOMHS

KP — koM6uHaLHOIIHOC paccesHue
JIJI — narepanbnas quddysus

JIIIBIT — nunonporenns! BHICOKOH
NJOTHOCTH
JIITHII — jaunonpoTteMHbl HH3KOH
NJIOTHOCTH

MII — MemOpaHIBIi NOTEILHAN
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HAJID* — OKHC/HEHHBbIH HUKOTHH-
amMuaagenuaaunykaeotuadocdar
HAJA®D-H — BoccranosieHHBIH HH-
KOTHHAMHIaAeHHHAUHYK IeoTHAGOC-
dar

HK — HepBHBIEe KJETKH

IIA — norenuwan peiictBus

II3K ~ moTeHiMan3aBHCHMbIH KaHal
IIM — nnasmarudyeckas meMGpaHa
IMTHC — nepudepuyeckas nepBHas
cUcTEMA

ITIT — moreHuMan noxos

PB — purMmuueckoe Bo36yxjeHue
PKP — pesonaHcHOe KOMOHHAIHOH-
HOE paccesiHue
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CJI — caxapunbiit 1uaGet
CCH — cBepxciaboe H3nydyeHHe
CTX — CcaKCHTOKCHH

TTX — TeTPOAOTOKCHH
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DIY — doroaaekTpobLi YMHOXKH-
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IT'nasa 1

OBHIME CBEAEHHSA O CTPYKTYPE
N ®YHKIMOHUPOBAHHUM KJIETKHU

Knerxa (nar. cellula, cytus) — ociioBHast CTPYKTYPHO-(DYHKIMOHAb-
Has eMHUIA GUOJIOTHH U 3JieMeHTapHast 6HoJioruyeckas cucteMa. B npu-
pofle CYLIECTBYIOT pPaCTHTEJIbHbIE U XKUBOTHbIE ORHOKJIETOYHbIE U MHOTO-
KJIeTO4YHble OpraHu3Mbl®. Pa3Mep aykapuOTHBIX KJIE€TOK, H3 KOTOPbIX CO-
CTOSAT MHOTOKJIETOYHbIe OPTaHU3Mbl, BApbUPYeT B OCHOBHOM B fHanasoHe
10 — 100 MkM; oaHaKO BCTPEYalOTCsl ¥ ropasfo 6oJiee Kpymibie KJIeTKH
(nanpumep, xnerxu Bogopocu Nitella focTurator uitorna ammusi 25 cM) U
naxe 4actu kjaerok (11anpuMep, akCOH HEPBHOI KJIETKH MO3BOHOYHBIX MO-
XKeT HMeTb NPOTSKEHHOCTd 1 M U Gosee). O6liee YUCJIO KIETOK B MHOTO-
KJIETOYHOM OpPTaHH3Me ONpeAesMTh, KOHeYHO, HeBo3MOXHO. On QyHKIHO-
HUpYeT 6J1arofapsi HAJMYMIO PAsHbIX THIIOB CIENMATH3NPOBaHHbIX KJETOK,
o6beJUHEHHBIX B (DYNIKI[MOHAIbHbIE KOMIIJIEKCHI, TKAHH ¥ OPraihl, CBsI3b
MeXIy KOTOPBIMH OCYIIECTBJAETCS 32 CHeT MeXXKJIeTOYHbIX B3auMojeli-
cTBHi, TyMOpaJIbHOj H/IH HepBHOM CUCTEMBI. Y NO3BOHOYHBIX >KMBOTIIbIX U
Yesiopexa #3BecTHO GoJiee 200 THNOB KkJeTok. [1aBHble U3 HUX — KJIETKH
SIUTE/HSA, MbIIIEYHbIE KJIETKH, KJIETKH COEIHMHUTE IO TKalH, HEPBHbIE KJIETKU
U KJIETKH KPOBH.

ITpunuMast BO BiMMaHKe MHOTooGpa3sue KJIeTOK, He06X0AUMO YYUTDI-
BaTh, ¥T0, coriacHo P. Bupxosy (R. Virchov), «Bcsikasi K1eTka 0T KJIeTKu»,
T. €. IPUHIMIbI Pa3BUTHUs KJIETOK BCeX BHAOB exuHbi. JIio6oii opranusm
HavHHaeT pa3BUTHE OT OXHON KJIeTKM — 3WTOThI, HMelollel oMHbIi Habop
XPOMOCOM, XapaKTepHblii ¥ NMOCTOSIHHBINA /11 KaXXIOro BHAA OpTaHu3Ma.
B xome uHAMBHAYAIBLHOTO PasBUTUA B paGoTy BKIIOYAIOTCA pa3iuyHbie
reHbl ¥ YYaCTKH XPOMOCOM, YTO IIPUBOMT K fuddepeHHanmy, T. e. o6pa-
30BaHMIO KJIETOK CO crrelfupuIecKUMH 0cO6eHHOCTSIMU (hYHKIIMOHAIBHOTO
Ha3Ha4eHHA ¥ crpoeHns. OMIIaKo, BHIMMO, B CHIY OOLIEro IPOUCX OXIEHHUS
NPHHIHANB CTPOEHHS Pa3HBIX KJETOK MMEIOT CXOACTBO, Kak Gbl eMHBIH
TUIaH CTPOEHMS ¥ COOTBETCTBEHHO CXOHbIE IPHHITHIIb! Py HKIIMOHHPOBaHHSI
Ha CyGKJIETOYHOM U MOJIEKYJIAPHOM YpOBHE. JTO IO3BOJISIET HCIIOJ/Ib30BaTh
Pe3yJbTaThl, HOJYYeHHbIE Ha OHHX KJIETKaX, JUIst 0ObACHEHHS (DYHKLHONH-
posanus apyrux. Ilo3ToMy MOKHO BbiZIeJIMTh HECKOJbKO BUJOB KJIETOK, Ha

*B nacrosuieit KHHre He 3aTParuBalOTCA BOMPOCHI, KAacCalONMMCECAd MHUKPOOPraHH3-
MOB — mpokapHot (6aKTepHH, CHHC3eJleHblc BOAOPOCTH, apXcoGaKTePHH) H 3YKApHOT
(MHKpOCKOTTHYeCKHe IPUOBI, MUKPOCKOTHYCCKHE (opMbl BOLOPOCICH, NpocTeliHe; pas-
Mep mocaelHmx ot 10 MKM 10 3 MM).



KOTOpBIX HauGosiee yA06HO H3y4aTh MEXaHU3Mbl T€X HJIH HHBIX YHKIMIA.
ITpesxxae Bcero He06XOAUMO HCC/IEIOBATh OCHOBIIbIE IIPOLIECCHI, O0eCIeyH-
BaIOIIHE XKU3HeeATebIOCTb KJIEeTOK, a 3aTeM 0COGEHIIOCTH, CBSA3AlIIbIe ¢

ux QYIKIMOHUPOBAHUEM.
CxeMa cTpoeHus1 «0606ILUeHHOI KaeTKHU» npeacrasiena na puc. 1.1.

P uc. 1.1, KoM6uunpoBanHas cxeMa CTPOCHHA 3YKApHOTHYECKOI KJICTKH: @ — KJETKa
KHBOTHOTO NPOMCXOXJAEHHA; 6 — pacTHTCAbHAA KJIeTKa; 1 — SAPO ¢ XPOMATHHOM M
SUIPBLIIIKOM; 2 — IUIa3MaTHdecKasd McMOpaHa; 3 — KJICTOYHas CTeHKa; 4 — IJIa3MOZCCMa;
5 — rpaHyJHPOBAaHHBI! HIONIASMATHYECKUN DETHKYJIYM; 6 — riaakuil petnkyaym; 7 —
THHOIHTO3Has Bakyonb; 8 — xoMmmiexc losbmxku; 9 — sausocoma; 10 — KHpoBble
BKJIIOYEHUS B TJIAAKOM peTHKYJyMe; 11 — IEHTPHONb U MHUKDPOTPYGOUKH IeHTpocephl;
12 — MuTOXOHAPHS; 13 — MOJMPHOOCOMBI THATONAAIMBY, 14 — IEHTpajsbHas

Bakyosb; 15 — xsopomJacT



B nHTepaType uCHob3yeTCcs HECKOJIbKO BapHaHTOB KJacCH(HUKALMH
KJIETOK:

— 10 TMIy QYHKIMONMpoBalus (HarpuMep, COKPaTHTEbIIbie KJETKH
TIaAkoii M nonepe4yHo-N0J0CATOH MyCKyJIaTyphl, KapJHOMHOLUTLE, ONOP-
IIble KJIETKH KOCTH ¥ coeuHuTe ibHol Tkanu). OCHOBHBIM KpUTEpUEM AJist
TAKOTO pa3jesielusi MOTYT CJYXUTb BHYTPUKJIETOYHbIE COKPATUTE/IbHbIE
6eaxu (Mbilleynas KJAeTKa) MM BHICOKOOPrallu30BaHIIbIA SKCTPaKIeToy-
11613t MaTPHKC (KJIETKH COEAMINTENLHON TKaIH ) ;

— IO TUIY SMGPHONAIbHOTO Pa3BUTHSA;

— IO TUITy 3BOJIIOILIMOHIIOTO Pa3BUTHSI.

Kaxxast KileTKa ABJISeTCSA OTKPHITOi CHCTEMOH, CeleKTHBHO 06MeHuBa-
1o111eii 311EPTHIO U BelleCTBO C OKpyXatoilei cpeoit n ¢pyHKIHoHupyIomeii
B onpesiesienioM purMe (MHKPOOCHMIUISIINHM, KJIETOYHDIN LHKJ), KOTOpbIi
COIPOBOXKAAETCA KOJIEGAHUSIMY YCIOBHI SKCTpaKJIeToUHoM cpeant (Makpo-
ocuMnAEY ) . DYHKIHOHMPOBAHHME TAKOTO POJIA OTKPBITOH KJIeTouniol cu-
CTeMbl NOMYHUHSIETCA CJIEAYIONMM KPHTEPHSIM:

— KJIETKa — 3TO CHCTeMa, o6pa3oBaHias 3a CYeT pas/esielust JIUIUA-
1ol MeMGpano#l AByx BOAHBIX (a3 (3KCTPAK/IETOUHOM CPe/Ibl ¥ MTOMNJIa3-
MBI);

— TpaliCIOPT BelllecTBa ¥ HOHOB Yepe3 MeMGpay OCYLEeCTBJISIETCA 32
cuer 6ekoB (MOp, NMEPEHOCUMKOB HJIH 11aCOCOB); XHMHYECKHE PEaKLUH B
KJIeTKaX KaTaJIn3UupYIOTCs 6eKaMHi, KOTOpBie CaMH SIBJIAIOTCS IIPOAYKTaMu
KJIETOYHDBIX NPOLIECCOB CUIITE32;

— onopibie (noanepxuBaomme) 1 MeraGomyeckie GyHKUMH B KJIETKe
06ecrequBaIOTCs 32 CYET BHYTPHKJIETOYIILIX XHMUYECKUX NPOLIECCOB H KO-
OpAUHALNHY BXOIAINETO U BHIXOASILEr0 MOTOKOB HOHOB U BEIIECTBA;

— KJIerka — CHCTeMa, HaXOAsasicsl B IUHaMH4eCKOM, JaJIeKOM OT
CTAIIMOHAPHOTO COCTOSTHHM; MEXKJIETOUIIbie KOHTAKTH WM 0Gbequiieliue
OTAEeJbIbIX KJIETOK B TKaHb 06eCeYUBAIOTCS Ju60 CIeUaTbHbIMH MeM-
OpannbiMu 6esikaMy, 6o GesikaMu, BhIIEISEMBIMU B MEXXKJIETOUILYIO Cpe-
oy,

— MOJIKCAXapU/bl ¥ XKUPHI SIBJISIOTCSA OCHOBHBIMH I€N0 SHEPTHH KJIeT-
KM, HaKoILleIine KOTOpoit 06ecrieYHBaeTCsl TAKUMHU NMPOLECCAMH, KaK TJIHKO-
3, uuki Kpe6ca ua okucaurebiioe ocopHInpoBanue; INepepacnpe-
JejlellHe 3anaceHNoi 3HepIUM B KJETKe OCYIUECTBJSAETCS C IMOMOILbIO
ATD;

— 0co6eHIIocTH cTpoennsi M QyHKIMil CTPYKTYpHBIX 6eskoB U ¢ep-
MenroB 3akoaupoBanbl B JIHK; B MHOTOK/IETOYHOM OPraHU3Me BCE THIIbI
KJIETOK MMeIOT OIMHAKOBYIO IOC/Ie1oBaTebHOCTh HyKIeotnaoB B JHK;
HeoGxoauMasi s cutTesa Gesxos unidopManua nepenocurcs ot JAHK na
PHK (Tpanckpunugs) u fajlee B uuTonjasMy (Tpaicsauus), rae peammay-
ercs Ipu cunTe3e Gesika B pu60oCcoMax;

— chaxTOpHl POCTa, LIUTOKHIIB!, TOPMOIbI M APYTHE MOJIEKY.IbI PETYJIHPY-
10T MEeXKJIETOYHblE B3aUMOAEHCTBHUS U KOODAMHHIPYIOT GYyHKUHONHPOBaHHE
TKAHH B IIPOLIECCe Pa3BHTHSI OPTaHU3Ma.



1.1. OCHOBHBLIE CTPYKTYPH U OPTAHEJLIbI KJIETKH

Ixcmpaxaemoynviii mampuxc. Oynkuuun IKM saxmoyalorcsa B o6ec-
ne4yelny 1 NoJepkaliuy GopMbl KJIETKH, TPAHCIIOPTa BEIECTB H HOHOB,
IpefOXpaHelHH KJETKH OT NPOHMKIOBenns uHQexuuu, obecredennu
KJIeTO4HOH aJre3suu B npouecce MopgoreHe3a. OCHOBILIM KOMIIOHEHTOM
9KM ssseTca Bofa, cofieprkallias KOMILIEKC Pa3/IMYHbIX TIMKOIIPOTEHHOB,
TJIIOKO3aMHUIIOT IMKaHOB, IIPOTEOT/IMKAHOB, a B CJIyYae KOCTHOH Tkanu —
KpHCTaLIbl Muniepanos. HauGonee pacripocTpasieHHbIM TJIMKONPOTEHHOM
9KM ssisercs xosutares. B cocrap KM taioke BXOAAT PUOPHHOIEKTHI
(ymiTerpun), aMUHUH, HEOGXOLMMBIH /ISt PA3BUTHA HEPBHOM KJIETKH, TeHa-
CKMII, 06eCTieunBAIOLIMI AHTHAATre3UBHOE NEHCTBHE, 3/IACTHH, E0GXO0MUMBII
ZUIsL CBSI3HU C TJIMKONIPOTEMHOBBIMY MHKPO(GHOPHILIAMH, U T. I.

ITrasmamuueckas membpana, unv Kaemounas MemMopana, — KieTod-
Has CTPYKTypa, BHINIOJHSIONIAsi BAXKHYIO POJIb B PEaM3allMH TaKUX KJIeTo4-
HBIX ITPOLIECCOB, Kak SHAOHUTO3, 3K30LMTO3, KJIeToYHas aAre3us, KIeTouloe
ABHXeHHe, MeXKJIETOYHbIE B3aUMOeHCTBIA U Nepefiaya curiiasia. [1rna3mMa-
THYeCKas MeMOpaHa SIBJISIETCS TOJIYTIPOIIMIaeMbIM 6apbepoM, COCTOSILIMM H3
IIPOTEHHOB M JUIUOB, BHUTOJHSIOUIMX AKTUBHYIO POJib B OCYLIECTBIEHUH
MeMGpaHHbIX npolueccos. Tommuna [IM cocraisier 7 — 10 um.

I{umonaasma — BHICOKOYNIOpsiodeHHast MHOTOda3Has KOJIOUAHANA
cucteMa (ruasomiasMa*) ¢ HaXOJSIMMHUCS B Hell OpraresLiaMi, 06A3aTe b
Hasi 4acTb kJaeTku Mexay IIM u sapom. lns muroniasMbl XapakTepHO
NOCTOSIHHOE JBMKEHHEe ee KOJIOWQIbIX YacTHIl H JPYTHX KOMIIOHEHTOB.
Ona npoxusana MMKpoOTpy6o4YKkamMu, hujiaMeHTaMu u MHKpodHIaMeHTaMH,
HOJIMMEPH3AIHS UM paciaj KOTOPBIX obecrieyuBaeT o6paTuMbie NIEepexXoibl
y4acTKOB L{UTOILIasMbi M3 30751 B rejib. COBOKYNHOCTb (PUJIAMEHTOB U
MHKPOTPYGOYEK COCTABJISAET HUTOCKEET, C KOTOPBIM CBSI3aHbl H3MEHeHHA
(OpMBI KJIETKH U ABHXKEHHE BHYTPUKJIETOYHBIX CTPYKTYD.

L{umocxenem — xneToyHas CTp, a IUTOILI23Mbl 9YKapHOTOB, BKJIIO-
yaiomast Mukpodunamentst (5 — 7 uM), MukpoTpy6ouku (24 nM) u uH-
tepMenuatHbie ¢pusaMentsl (10 M). D10 AUHAMMUYECKAs CETb, y4acTBY-
Iomast B o6ecriedenyy psia KAETOYHbIX npoleccoB (ABIDKeHHe KIETKH, NIOA-
Aepxanue HGOPMBI U TeOMETPHH, BHYTPHKJIETOYHBIA TPAlICTIOPT IMTOILIA3ZMBI,
ABUKEIINE KJIETOYIIbIX PECHUYEK U KTYTHKOB).

Komnaexc Ioavdxu, HasbiBaeMbiil Taxske armapatoM [o/mpKky wim mia-
CTHHYATbIM KOMILIEKCOM, — COBOKYNMHOCTb OpTaHe/lI KJIETKH, Y4acTBY-
IOIMX B Psifie KJIETOUIBIX MpoLeccoB (CHIITe3 rJIMKONPOTEHHOB, CEKPELHs,
CHHTe3 ¥ YTHJIM3AIUS KOMIIOlEeHTOB MeM6paH u Ap.). CTPYKTypa KOMILeK-
ca Tobmxu KoHcepBaTHBHA JUJISL BCEX 3YKAapHOTOB U BKJIOYAET B cebs
TI0JIAPH30BAHIIble OpraHeJIIbl ¥ IACTEPHbI, OBEPXHOCTH KOTOPHIX He HIeN-
THYHH MeM6paHe. OH NPUCYTCTBYET BO BCeX KJIETKAX 3YKapHOTHYECKUX

* T'mansonnasma — OCHOBHAA 1Jia3Ma, MAaTPHKC ITHTOTJIa3Mbl; CJOXHas, GecupeTHas
KOJIJIOHAHAA CHCTeMa, croco6Hast K nepexoaaM H3 COCTOAHHSA 30Ji1 B IeJib.
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opranu3MoB (kpoMe spuTpoLHTOB MJekomuTaommx). Ero crpykrypuo-
dynkimonanbHas eMAMNA — AMKTOCOMA.

Mumoxondpus — oprarienna kieTky opanbnoli popmbt. Yucmo Muro-
XONJAPHH 3aBHCUT OT THIA KJIETKH H MaKCHMAaJbHO B aKTUBHBIX KJeTKax
(xapanoMuonmTax). CocTOMT U3 HApY>KHOM ¥ BHYTpeHIe MeMGpalibl, Mex-
MeMGPaHHOTO IIPOCTPAHCTBa, MarpuKca, cofepkaiero J{HK. Ocuosnas ¢ymx-
LT MUTOXOHAPHIi 3aKmodaercs B cunitese AT NpH OKUCIEHHU caXapoB U
JumuaoB. Onu coiepkat depMerTsbl nukaa Kpe6ca, a Takxke LUKJI2 OKHCIe-
HHS )KUPHEBIX KUCJIOT H aMUHOKHCJIOT.

Adpo — BakHas KJIETOYHAA CTPYKTYpPa, COAEDKALLASA SIAPIIKY ¥ XPO-
MocoMsl. OKpyKeHa AfAepHOll 060/I0UKOI, KOTOPast COCTOUT U3 JBYX OT-
JeNblibIX MeMOpall — BHYTPEHHEH M Hapy>Kioi, B HEKOTOPEIX MECTaX MeM-
Gpausl coefuilels! ApYT ¢ APYTOM; AByXMeMGpaHHas siepHasd 060J04Ka
MpOIM3aHa IOpaMH, Ha KpasiX KOTOPBIX Napy>Kilas MeMGpalla IepeXofuT Bo
BuyTpenHion. Yepes NOpE! OCylIeCTBAAETCA 06Mell MeXAY SAPOM H LMTO-
nnasmoit. Sapo cogepxur rpanynsl ¢ JJHK u PHK # npucyrcrsyer Bo
BCEX 3YKAPDUOTHUYECKUX KJIETKaX.

Xnoponaacm — BHYTPUKJIETOUHAsA Opranejijla pacTeHdif, B KOTOpOIi
ocyuiecrBastercs dorocunres. Ero gmmna 5 — 10 MkM, mmpuna 2 — 4 MkM.

Jusocoma — cy6Mukpockomuueckas yacruna (0,2 — 0,8 MKM) B -
TONJIa3Me, cofiepxalias TuapoantTuyeckue ¢pepmelitel. O6pasyercs B KT,
OCYLIECTBJISIET BHYTPHKJIETOYHOE ITHIIIEBApeHHE.,

Pubocoma — opraHesia KJAeTKH, OCYILECTBAAIONAA GHocUITe3 GeKa.
Yacruna (auameTpoM okoso 2 HM) ciioxkHoii popMsl. COCTOMT U3 ABYX —
6oabloit ¥ MaIod — CyGbeNIMII, Ha KOTOpbie MOXKET JHCCOLHUPOBATD.

Andonaasmamuyeckuti pemuxyaym — CHCTEMA MEJKHX BakyoJel
KanaJIbIeB, COEAUHENIIBIX APYT C APYTOM, OrpaHHyeliHas MeM6paHoi. Toi-
muHa MeM6patsl P — 5 — 7 uM. Ero npouaBo/iiible — MUKPOTeNbIIQ, a B
PaCTHTENbHO# KJIETKE — BaKyOJIM.

Hepoxcucomut — neGonvuue Bakyosn (0,3 — 1,5 MkM), cBs3aH1Ible €
MeMO6panamy DP. Hrpaior Baxkuyo poJib B ipeBpallleHH# >KUPOB B YTJIEBO-
Z6l. YUYaCTBYIOT B paciienieH#H NepeKHcH BOJOPoAa.

1.2. OCHOBHBIE THUIIbI KJIETOK

1.2.1. KJIETKH JXHBOTHbIX

Hepenvie x1emxu y4acTBYIOT B reHepanu# Bo36yxaenus (ceHcopHble
KJIETKH), €ro npoBejienuy (akCOlb! ¥ AEHAPHUTDI 11ePBHOTO BOJIOKHA) H Tiepe-
Aade la Apyrie Kiaerky (cHnamnc).

Knaccuduxauus HK npoBogutcs na oclioBanuu:

1) paamepa u ¢popMs1 (MyIbTHTIONSADIBIE, GUIIOMSADHEIE, YHHIIOSIPIIblE
H TICEBJIOYIHIIOJISIPIbIE HEHPOLIDI);
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2) ¢ynkumu (MOTOpHBIE, CEHCOPIIbIE, HHTEPHEHXPOHBI);

3) XapaKTepHCTHKH BbIAEAAEMOT0 KAETKOU TPaHCMuTTepa (XOMHHIpIH-
YyecKue, aJpellepruuecKie HepOHBI U T, 1.).

TI'nuanvuvie xremxu — spepHble KIETKH, obecniedrpalomue GynKiHo-
nupoBanue HK B nentpamsiol u nepudepuueckoi HepBHOI cucteMe (co-
otiomenue yucaa HK k 'K cocrasnsier ot 10 /1 1o 50/1). Ilpu knaccu-
¢uxarmu BoiziesstioT Yetsipe THra 'K (acTpouuTs!, 0MMroaeHAPOLHATD, 31IEH-
AuMaJtblble KaeTKH ¥ MUKporjaun). B ITHC rimMansHbIMHE ABASAIOTCS WIBAH-
HOBCKHe KJIeTKH, KOTOpble o6eclieyuBaIoT 06pa3oBaliie MHETHIIAa HEDBHOTO
BOJIOKHA.

Muuweunvie xaemxu (CKeneTble MBIIEYHbIE BOJOKHA, TIafIKUE Mbi-
IIeYHble KJIETKH H KapAUOMHOLUTHI) YYACTBYIOT B H3MeHEHUH OO eIIHst
KOCTHOM TKaHH MJIM 3JJACTHYHOCTH COEJHHUTENbHON TKAHH KPOBEHOCHBIX
COCYy/I0B.

Knaemxu xpoeu — KJIeTKH cHelialu3upoBalHOMi TKanu, cocTosimel ua
(HOpMEHHBIX 3JIEMEHTOB KPOBH (9pHTPOLMTOB, TPOMGOIHKTOB, JEHKOMTOB)
U TLIa3MBl.

Jputpountsr — kJaetkd kpoBd (7 — 8 MxM B guamerpe, 4 —
6 - 105/Mkn), ¢dopMa — [BOAKOBOTHYTHIH JUCK, BpeMsl >XH3HH —
120 mueii, 06ecneYNBaIOT TPAHCHOPT KUCAOPOJA H YTIEKUC/IOTO Ta3a, He
COfIep>KaT OpPraHesT U s/[pa.

TpoM6ouuts — knetkn kpoBu (muamerp 1,5 — 3 MM, 130 —
400 - 103 /Mx1), dopMa — wap, BpeMs xustim — 10 — 12 aneit, o6ecne-
YHBAIOT CBEPTHIBalIHE KPOBH, arperauuio U T. I.

JlelikouuTbl — KJAETKH KPOBH sA/iepHble, IPEJ0XPalISIOlie OPTaHH3M OT
nngexuun (darouuros u mumbonutos). K Hum ornocsres:

a) numbonutel — MoHosepibie kaetkd (1,3 — 3,4 - 103 /Mkn), Bol-
HomutiolBe KJII0YeBYIO Doib B 06eCnieYeHNH HMMYHHTETA,;

6) MonouuTtsl — sjaepubie Kaetku (12 — 15 MKM B fuametpe, 0,1 —
0,6 - 103 /MKA), BpeMs Xu3HH — 3 [Hs, IPEAOXPAHSAIOT OPraHU3M OT IIo-
CJIefiCTBHI TPaBMbl, 06eCHieYHBAIOT BOCCTAHOBJIEHHE, HMMYIIIbIH OTBET;

B) neitrpodunsl — sizepinle kiaetku (12 — 15 MxM B quamerpe, 1,8 —
7,5- 103/ MKn), cofiepalie MUTOXOIJIDHH, PHOOCOMBI H 3HIOILIA3MATH-
YecKHii peTHKYJIYM, BpeMs Ku3nu — 6 — 7 miei, o6ecneuuBaioT A€3aKTH-
BAIMIO MPOHHKIINX B KPOBb MUKPOOPTAHU3MOB;

r) 6a3obunsl — agepuble KaeTku (12 — 15 MKM B MaMeTpe, COCTaB-
as1oT Mentee 1 % 0T BceX JIeHKOLMTOB), COAEpIKAT IPaHyJIbl, THAPOIH3UDY-
1o1ue pepMeHThI, IEpOKCHAA3b], BpeMs ku3nu —1 — 2 qus;

I) 203u110pUABI — CerMEeHNTHpOBaliHble sifepHble KaeTku (12 —
15 MkM B nuaMetpe, 100 — 400/Mka), BpeMs xku3nd — MeHee 12 u.



1.2.2. KJETKH PACTEHHIH

Yacto B kauecTBe 06beKTa 3J1eKTpOGHOIOTHYECKUX HCCAENOBaHUIl HC-
HOJIB3YIOTCA BOJOPOCHH ceMeitcTBa XapoBbiX. OHH YROGHBI J/IA MHMKDO-
3JIeKTPOAHOTrO0 H3yuyeHus Gnarofapsa KpymHsIM pasmepaM. [lnuna ofHoI
kieTkn pgocturaet 40 MM, a AuaMeTp cocTaBJseT oT 150 go S00 MkM
(puc. 1.2). CHapyH KJeTKa OKpbITa KJIeTouHOH 060104KO0# TOMLHHOl
1o 15 MxM, ganee cregyer KieTouyHas MeMG6paRa — ILIa3sMOJeMMa, TOJINIH-
Ha KoTopo#i cocraBJister ot 10 g0 15 1M, MeXX[y BaKkyoJIbIo M I/Ia3MOJIeMMOii

HaxoauTcs 1ol muTonuiaambl (ot 15 10 25 MKM ), coepKaluii XJIOpoIia-
CTBI.

7T 2272 727 Nl

L

Puc. 1.2. O6umit sua u cTpoenne sogopocsm Nitella: 1 — Bakyoss; 2 — kjaeTouHas
CTeHKa; 3 — IMTONMAa3Ma; 4 — TOHOWIacT; 5 — miasMosicMMa; 6 — xJsopomsact

1.3. METOABbl UCCJIEAOBAHHSA KJIETOK

1.3.1. METO/ 3JEKTPOHHON MHUKPOCKONIHHK

OaHuM U3 TPaJHMOHHbIX METOROB KJIETOUHOH 6MO(HU3HKH HapsiIy CO
cBeToBOH (ONTHYECKOil) MUKPOCKOIHEH ABAAETCSA METO JIEKTPOHHON MHK-
DOCKOIIHM, KOTOpBIl HO3BOJIseT HabMoAaTh O6bEKThl pa3MEPOM MeHbllle
10 uM (puc.1.3). IIpu ucob30BaHAM AaHHOTO METOAA KJIETKH H TKaHH
¢duKcHpYIOT B 2,5%-M pacTBOpe IJIyTapoBOro aIbJerujia, NPHroTOBAEHHOrO
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Puc. 1.3. dnexrpounas dororpadus rHraHTCKOTO aKCOHAa KaJibMapa:
1 — akconemMma; 2 — MHTOXOHJAPHsA; 3 — UIBAHHOBCKas KJICTKa;
4 — HeltpopurnamenTs!

na 0,1 M docharnom nm Na-kakoaunatioM 6ydepe (pH 7,2 — 7,4).
3aTeM s yJa/ieHHs [IyTapOBOro a/IbJerHia NpenapaThl HPOMBIBAIOT Oy-
¢depHbIM pacTBOpOM M OKpamuBaioT 1%-M pacrsopoM OsOy. [lasee npena-
paThl 06paGaThIBAIOT CIIMPTOBBIMH PaCcTBODAMH BO3pacTalolleil KOHIIeHTpa-
uuu (ot 30 mo 100°). /InA MOBBILEHHUSA KOHTPACTHOCTH OKpAUIEHHBIX
npenaparoB K 70-rpafycHOMY CHMpPTY AO6aBJMIOT 2%-# pacTBOD YDaHHUII-
anerata. O6e3BOXUBaHME OCYIECTBASIOT IIyTeM BbiIEp )KHBaHHUS NpeNapa-
TOB B a6COJIOTHOM al{eTOHE NpH MepHOAUYECcKoM cMeHe pacTBopa. Jins
3a/IMBKH 06pa3N0B rOTOBAT CMECh allETOll — CMOJIa B COOTHOLIEHHH 3 : 1.
B cocraB cMOBI BXOAUT psifi CHELHANBHBIX HHIpeAneHToB. [loc/e 3amBKu
Cpesbl IOMEIRAIOT B TePMOCTAT U HHKYGUDPYIOT npu TeMnepaTtype 37 °C B
teyenne 12 4. [locne yganenus aneroHa mpemapaTr 3ajJHBalOT CMOJIOH U
nocJ1eR0BaTeIbHO HIKY6HpYIOT IpH Temnepatype oT 37 no 57 °C. [lanee
npenapatsl Hape3aioT Ha MUKpoToMe (cpess Toswunoi 60 — 90 uM),
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NMPOCMaTpUBAlOT ¥ ¢oTorpadMpyIOT B  3JEKTPOHHOM  MHUKPOCKOIE
IJIM-100A.

1.3.2. METO/J ®JYOPECIHEHTHHX 30HAOB

Jlns perucTpaiiiy u3MeHeHHil MHOTHX KJIETOUYHBIX NPOLECCOB H XapakK-
TEPUCTHKH BA3KOCTH, MEMOPAHHOro MOTEHIHA/IA, BHYTPHKJIETOYIIOTO MJIH
CBA3AHIIOrO COMIePKaHMsI HOIIOB HCIIOIB3YIOT MeTO (hIyOpecelnTIbIX 301-
Z0B (HampuMep, TakMe 30HABI, Kak fura-2, XJopTeTpauukiun, 9-aMUHO-
aKpHUIMH U JIyopeclerHNaNeTaT).

B ocHoBe Metofia (pryopecieHTHOTO omnpeeneys MeM6paHOCBA3aHIIO-
TO KaJbLHUS JIEXKUT coco6HocTs anTH6HoTuKa XT1I, MoKaaM30BalHoOro B
MeMOpaHe, 06pa30BBIBATb KOMIUIEKC C HOHOM KaJIbI{Hsl, YTO IPUBOIMT K
yBeJIHYeHHIO KBAaHTOBOTO BhIXOMa (yopecueHuuy 3o1nga. Ero cBeuenue
PETHCTPUDPYIOT C OANIOro H TOTO Xe Y4acTKa KJEeTKd B TevellHe BCEro
BPEMEHH 3KCIIepHMeHTa C HOMOILBIO JIIOMUHECLIENTHOTO MUKPOCKoma. Boa-
6yxcnenne ¢payopecuenuny XTI BEI3BIBAIOT C IOMOL{BIO TAOTEHIION JIaM-
IIbI HAKAJIMBAHMUA, BbI/IeJISSA HOJIOCY 3a cueT KOMOGUHAUUH GUAbTPOB. Pern-
CTpalUIO CBeYeHHSI TPOBOJAT C MOMOLIBI0 GOTOMETPHYECKOH HACAIKH, Bbl-
Jenss HOoJoCy C HOMOLIbIO HHTeP(EPEHIHOHHBIX CBeTO(UIBTPOB NPH JUTH-
1ie BOJIHbI MaKCHMaJIbHOTO NPOIMYCKAaHUs CBETOBOro myuka 490 u 550 um.

IIpu perucrpanuu BHyTpHKeTouHoro pH B kauecTBe 30HAa HCIO/MB3Y-
1ot OJIA B KoHeuHoit konueHTpauuu 1075 Mosb. [Tocae 20 Mun HHKyGanuu
(Bpems1, HeoGX0MMMOE [/1s1 HAKOILIENHS B 06BEKTE HOCTATOMHOTO st ury-
OpHMETPHUH KOJIMYeCTBa (hIyOpECUernHa) KIETKH TIATENbIO OTMBIBAIOT OT
akcrpakaerounoro MJA. Jlns obecneuenns nmocrossHuoro pH akcrpake-
TOUHOM cpeibl pH HHKyGanuu kjerok goGasaaiot 50 mMonbp HEPES,
nosoas pH pactBopa o 6,2 — 8,5. Cnextps! ¢payopecneHiuu npenapa-
TOB PETHCTPHUPYIOT ¢ OMOIIbIO HHBEPTUPOBAHHOIO MHKPOCHEKTPOdIyopH-
MeTpa: Bo3Gyxzaenue (pyopecueHIiMH NPENnapaToB OCYIECTBAAIOT 06140
€ MOMOMIBIO TAJIOTEHHOH JIaMIThl HAKJIMBANMST U KOMOHHALIMH CTEKJSHIIBIX
cBerodpuabTpoB. Pa3mep pOTOMETPHPYEMOTO YUACTKA KJIETKH COCTaBJIAET,
Kak mpaBuiio, 60 x 60 MxM (npu o6bexTuBe X 10). 3HayeHHE BHYTPHKIe-
TouHroro pH omnpee/nsioT 0 BeIUYHHe OTHOLIEHHs] HHTEHCHBHOCTEH (uyo-
PeCleHIMH OKpallleHHOT0 IpenapaTa IpH JJIMHaX BoaH 516 u 570 umM, cono-
CTaBJiAsA €ro co 3Ha4eHUsIMH COOTBETCTBYIoUIeH Kantu6pOBOUHON KPHBOIA,
npeAcTaBastioneli co60ii 3ABUCUMOCTb BEJTMYUHbI STOTO OTHOIIEHHUS OT 311a-
yenuit pH 6ydepHsIx pacTBOpoB diIyopecnerHa.

Jlna peructpauuy BHyTpHKIeTounoro Cat mocje 3arpysku u mepej
HayaJoM OMbITA KJIETKM IPOMEIBAIOT MCXOJHBIM PAacTBOPOM M BELAEDKH-
BaioT 30 — 40 MuH A/ Ae3TepH(PUIHUPOBANKA U [OCTHXKeHHsA paBHOBEC-
HOTO pacnpefesieHUs] MeX 1y CBA3anHOH U cBo6oaHoil popMaMu MosteKy
3onza (fura-2) BHyTpH Ki1eTKu. J{/1s1 ONpesie/IeHHs COAEPKANMS KaIbLHsl B
KJIETKe IPHUMEHSIIOT MUKPOCTIeKTpodryopuMeTpHYeckuii MeTod. KreTku no-
MEURIOT B nepdy3upyeMylo a4eiiky Ha npeJMeTHOM CTOJIMKE HIBEPTUPO-

15



BAaHHOI'0 MHKPOCKOIA, COBMELIEHHOr0 CO CIEKTPO(IyOPUMETPOM, OCHAILIEH-
HBIM KCEHOHOBOM JIaMTIOH, pa3JiesTuTeneM Jydeil, JByMsA MOHOXPOMATOPaMy U
OBOHHBIM 3epKAJIBIBIM YOTIMEPHBIM MEXaHW3MOM, MO3BOJSIONIMM Yepe-
AOBaTh BO36yXJenHe MoJeKya fura-2 smydaMu AByX AJHH BOJIH —
340 u 380 um (c yacroroit 100 I'y). lIupuna momocsl Bo36yXAeNHUA 1ie
[OJDKIIa TipeBeIIaTh 3,5 HM. Komenrpamio CaZt pacCUHTHIBAIOT IO OTIIO-
IIENHUIO HHTeHCHBHOCTelH duyopecuenuuu (505 11M) B 0TBeT ha Bo36yske-
1IHe, BbI3BaHHOE JIy4aMu ¢ JjauHaMu BoH 340 u 380 HM.

1.3.3. METOJI BOCCTAHOBJIEHHOHl ®JYOPECIHEHIIUH
IIOCJIE ®OTOOTBEJIHBAHHSA

MeTon BoccTaHoBJeHIol ¢yopecueHunu nocie $poTooTéeMBaHUS
HcTosB3yeTcod B 6H0dU3NKe KJIETKH /11 H3Mepelins koaguiiueHTa nare-
panbHoil puddy3uu 6eaKoB W JUNM/IOB B IIJIa3MaTUYECKHX MeMOpaHaX.
Ecnu moMeTuTs HHTEpECYIOUiue 11ac 6enxd HIH dpocdomumigsl diayopec-
UeNTHOI MeTKOi1, HanpuMep NPOH3BOAHEIM (JIyopeclienHa, H BBECTH HX B
KJIETKY, TO IPH PETHCTPAIUH ¢ NOMOLBIO (JIyOpeCceHTHOr0 MUKPOCKONa
(puc. 1.4) Ha6monaercs ¢yopecuenuus, BeAHYHIy KOTOPOH MOXHO o1te-
HHUTH (POTO3NEKTPONHBIM YMHOXHTENEM H NPOaHaIU3UPOBATh Ha MepCo-
HAJIBHOM KOMIIBIOTEDE.

Puc. 1.4. YnpomenHas cxeMa YCTAaHOBKH ISl MCCJ€OBaHHMS BOCCTAHOBJICHHOMN
¢ayopecneHumnn nocse gorootéenusanns: 1 — nasep; 2, 3 — arrenwartopst (ocnaéure-
aM nyya); 4 — auadparMma; 5 — ocseturtenb; 6 — KomagencaTop MMKpockoma; 7 —
uccaeaycMas kaetka; 8 — 0GBCKTHB MMKDOCKOMA; 9 — OUXpOMYHOE 3€PKajio, OTpaxa-
Iomee MafalomKil CBCT M NpoNycKawomee cBeT BoabyxacHHoli ¢yopecuennuny; 10 —
orcekawoumit cserodunpTp; 11 — «30HA» — y3kag anacdparma, sbigensiomas ¢ayopec-
LICHITMIO ¢ MccieyeMoro yyactka; 12 — ©3IY; 13 — 610k perucTpanuy M ynpaBJeHHS

YCTaHOBKOH
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Bos6yxnaalommuit diryopecuennuio gyy nasepa poKycupyercs Ha yya-
CTKe IJIa3MaTHyecKoit MeM6paHbl (IIOpsIKA HECKOMbKUX KBAIpATHbIX MUK-
poH). [lasee 3TOT JIy4 JOJIKEH GbITh OCIA6JIEH aTTeHI0ATOPAMH HACTOMBKO,
YTO6bI BBI3BATH JHIID (PIYyOpPECIEeHIIUI0 METKM, HO He (POTOOKHC/IeHHE KOM-
noHenToB MeM6pans! (puc. 1.5).

A

It <0)

I()

Unrencusnocts dayopecuenmnn [(t)

- == === F A0 + 1) - 10012

|
|
I(0) |
|
}

L1 N

0 tisa Bpewms, ¢

Puc. 1.5. BoccraHoB/ICHHE HHTEHCHBHOCTH (JIyopecueHnuy Tmocie (oTooTGeMBaHUA.

Meton pacyeta JaHHBIX O TpeM ToukaM: (¢ <0) — MHTEHCHBHOCTH (IyOpecneHOHH

1o ¢otootenmanus; [(0) — WHTEHCHBHOCTD (hJIyOPECIEHIMM HENIOCPEACTBEHHO MOCE

¢orooT6enuBanus; I{~) — mnpeaenbHoe 3HaweHME WHTEHCHBHOCTH (IYODECHCHIOMH TO-
cne ee BoccTaHOBJNEHHs. CTpeskoit oTMedeH MOMEHT (HOTOOTOEIUBAHMS

B Havaje akcnepuMeHTa HHTEHCHBHOCTD BO3GYKAAIOLIErO Jy4a Ha He-
CKOJIBKO AECSTKOB MMJUIMCEKYHJ YBEIHYMBAIOT HACTOJILKO, YTOOB! BhI3BATh
dortooxucnenne payopecuentroi Metku (¢poroor6enusanue). Beaen sa
3THM ero HHTEeHCHBHOCTb BO3BPAILAIOT K HCXOJHOMY YDPOBHIO H DETHCTDH-
DYIOT HITEHCUBHOCTS (PIIyOpecHeHIHH Y4acTKa KJIETKH Hocae (OTOOKUCIe-
Hus MeTkH. Tak xak NMPOAYKT PoToOKHCAeHuSs He (ryopecuupyeT, TO BOC-
CTaHOBJIEHHe HCXOMHOTO YPOBHSA (PJIyopecleHIH HaCTyHaeT BCIefCTBHE
JaTepaiasHoil 1 Py3un MeueHbIX MOJIEKYJT GeslKa MM U2 U3 cocel-
HHX 06iacTelf KneTkd. TakuM 06pa3oM, PErHCTPAlMsA CKOPOCTH BOCCTAHOB-
JIEHHS1 HCXOJTHOTO YPOBH# (h/TyOpecLieHIH YYacTKa MeMGpaHb! KJIeTKH IoC-
Jie poTooT6ENNBAHUA TO3BOJISIET ONpeaeanTh Ko3ddunmenrs! 1uddyaun
MeMGpaHHBIX 6eJIKOB H JIMITH/OB,
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1.3.4. METO/I KOH®OKAJABHOHN JA3EPHOMN
CKAHHPYIOUIE#X MHKPOCKOIIUH

Teopus Merona koHdoKaIbHONR Na3epHOH CKAHUPYIOIeH MHKPOCKOMIH
6bina paspa6orana B 1977 — 1978 rr. OcHoBHOe yc/IoBHe KOH(OKAIBHO-
cru (cosmazienus GoKycoB) 3aKJI0YaeTcs B TOM, 4TOGbI POEKIMS LHUa-
¢bparmbi fleTeKTopa Ha 06BEKTE TOYHO COBMaAaNa ¢ GOKYCOM OCBelIaoLe-
ro o6beKT cBeta (puc. 1.6).

Puc. 1.6. KoudokanbHeli nasepHbiit ckaHMpyomuii Mukpockorm: 1 — CKaHHMpY-
€MBbIif B 3 HanpaBJeHHAX TIPEAMETHbIN CTONMK; 2 — OGBEKTHB MHKPOCKOTA (uHpepTHpO-
BaHHOTO); 3 — AMXPOMYHOE 3epKaqo; 4 — oTcekawmuit GuaAbTp; 5 — anadparma
netextopa; 6 — cnexTporpad (AN BBHIAENCHUMS HYXHOH TTOMOCH! dbayopecnenumnn); 7 —

®IY; 8 — 610K perucTpauMy VM YNDABJIEHWS YCTAHOBKOH; 9 — jasep;
10 — muadparma ocserHTeNs

CynuiecTBEHHBIM MOMEHTOM PErMCTPALIMH ABJAETCS KaK MOXHO MEHb-
nimii ApaMeTp AuadparMbl 1€TeKTOpa, YTO MOCTUKHMO TIPH HCTIONb30BaHMH
JOCTATOYHO MOUIHbIX MCTOUHKKOB ocBelleHus — nasepoB. CoueraHue sTux
0cOGeHHOCTell 03BOJISET 3HAYMTEIBHO YBeJH4MTD paspemenue (g0 100 —
200 HM) M KOHTPACTHOCTb 06pasia IO CPABHEHMIO ¢ OGBIYHOM CBETOBOM
MHKpocKonuell. D TyopecueHiysi, BO3HUKAIOWAs B TOM yacT o6pasya, Ha
KOTOPYI0 CpoKycupoBal 06beKTHB, JOCTHIaeT AETEKTOPA U 3aTeM PErHCT-
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pupyercsi. B 06b1u110ii ¢BETOBOI! TIOMUHECHEHTHON MUKPOCKOIIHH JAETEKTH-
pyercst pIyopeclieHIMs Beeil ocBellleHHO# YacTH o0pa3la, XOTA T€ YYaCTKH,
KOTODble HAX0AsITCA BRe pokyca, Buanbl HekonTpactio. KJICM nossoaser
T0CJIONII0 IPOCMATPUBATD XHUBbIe Ki1eTKH (1moxo6ue ToMorpaduu) U Koau-
YecTBeNHO OIIEHUBATh UX (huryopeclieHTHOe U3o6pakenne. [IpeamerHslii cro-
JIMK C 06bEeKTOM nepe/iBHraeTcsd B IVIOCKOCTH X — ¥, a TaKXe 10 OCH Z.
Kaxpoe nonyuentoe uso6paxensie PUKCUPYETCS KOMIBIOTEPOM, H JaXe
Bocco3faeTcsl H306pakeHHe KaXI0ro OTAeIbHOI0 BEPTHKAAbHOIO ONTH-
4ecKOro cpesa, YTO HEBO3MOXXHO NPH OGBIYHOI ONTHYECKOil CBETOBOI MHK-
pockonuu. KosnyectBenHble XapaKTepHCTHKU 06bekTa MeTogoM KJICM
TNOJIYYaloT, ONpeJesisst HHTEHCHBHOCTD (piryopecueHIHH ¢ nomomsio OIY.
Ecnu uccnenoBareist HHTepeCcyeT pacHpesie/ieHHe MaKpOMOJIEKYJI JalHOTO
THIIa MeX/Iy SADOM M LMTOIIa3MOM, TO «OKHO» H306pakeH s MOSKHO IIOMe-
CTHTb B ONITHYECKHUH Cpe3 sApa, OnpeeJuTs HHTEHCUBHOCTD (dayopecies-
umnH U3 Hero (F,), a 3aTeM NOMECTUTH TAKOe K€ «OKHO» B y4aCcTOK LHTO-
I.71a3Mbl Ha TOM JKe OITHYECKOM Cpe3e U ONpefie/IUTh HHTEHCHBHOCTD HJIyo-
pecuenimu u3 sroro «oknas (F,). Toraa otHomenue A = F, /F, 6yner
XapaKTepH30BaTh pacnpeseieHHe HHTepeCyIOU#X Hac (JIyopecIieHTHO Me-
YEHHBIX MOJIEKYJ MeXIY SIADOM W IMTOILJIA3MOil B JaHHOM ONTHYECKOM
cpese.

1.3.5. METOJl CIIEKTPOCKOIIHH KOMBHHAIIUOHHOIO PACCESAHHSA

B HacTosiniee BpeMs B GHOJIOTHH IIHPOKO IPHMEHSETCA CIIEKTPOCKO-
1t KOMOHHAUMOHHOTO paccesiHust. KoMGHHaIMOHHOE paccessHye CBeTa —
XOpOILIo H3BecTHOe (PH3HYECKOe sIBJIeHUe, YCHEUMO HCHOIb3yeMoe B HecIe-
JOBaHHM CTPYKTYpBl MOJEKYJbl, ee QUHAMHYECKOrO MOBeJAeHHs, BHYTpH-
MOJIeKY JIIDHBIX KOJIEGAHUH U MeXMOJIEKYISIPHBIX B3aHMO/IeICTBHI.

B 6uonornu knerxu cnekrpockomist KP ucnosnb3yercs rmpu ucceoBa-
HHMHU NOJUMEDHBIX GHOJIOTHYECKUX MAKPOMOJIEKYJl — TOJMIENTHAOB, OIH-
HYKJIEOTHOB H nonucaxapuaoB. [Ipu anamuse cTpyKTypsl 6eJIKOB € IOMO-
wpio KP ouenuBaoTcs nosiocs! cnekrpa, XapakTepHsle fuis amuzaa A (kose-
Ganust N — H-cBsiseit), amuza 1, amuaa 2 1 amuga 3. Ilpu aHaguse CTPYKTY-
PbI HYKJIEHHOBBIX KHCJIOT HCclenyioTcs nosockl cnekrpa KP, xapakrepHbie
I/ BOJbI, caxapoB, HykJaeotun0B (kone6anus C=0-, C=N- u C=C-cBg-
3eit), CHMMeTpHYHbIE M aCHMMeTpHUHble KoneGanus PO,-cBsi3eil, konebauus
PO-cBa3eit pocpara u CO-cBa3eit caxapoB, a TaKkXke CKeJleTHEIE,
IedpopMallHOHHBIE KoJieGaHUs BeeX cBsizell nomuuykaeotunos. [Ipu anam-
3€ CTPYKTYDHBIX H3MeHeHHI NoIHCaXapH/I0oB ¢ momoiibio KP-cnekrpocko-
ITHH olleHuBa1oTcs koaebanua OH- u CH-cBs3eil caxapoBs, e /1T0103b1 H
xutuna (puc. 1.7).

B 6nodusnke knetku KP-crieKTpOoCKOMUS IMMPOKO UCIIONb3YeTcs IS
HccenoBaHusA KoH(OpMaMOHHBIX H3MeHeHHid GesikoB H (pocoIHIHAOB B
NIPHPO/IHBIX M MOJeJIbHbIX MeMGpanax. HampuMep, HccieoBanue Koseba-
uuii C—C u C — H-cBsa3eil n03BOJIHIO BbISIBUTH 3aBUCHMOCTH KoH(OpMa-
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I[HOHHBIX U3MEHEHUH YT/IeBOAOPOJHEIX LeOUeK )KUPHBIX KHCJIOT OT YIo-
PSAIOYEHHOCTH MeMGPpaHHbIX (PoChHOMMIHAOB KIETOYHOH MeMOpAHEI.

——-=70°C
— 32°C

PuGonyxieasa A
Amide IT

HMHTEeHCHBHOCTb CBEYEHMA, O. €,

1 400 1200 1000 800 600 400
YacToTa CMEMEHHs, em~!

M
C\HSlvelth Sheletal
opticol

HVHTEeHCHBHOCTb CBEYEHHA,
0. e.

\
T o0
ak v
@ © ©

YacToTa cMeImeHus, om™1

Puc. 1.7. CnekTp KOMGHHALMOHHOTO paccesHus Geskos (a) w numnaos (6)

Vcnonb3oBaHue a3epHOTO U3MYYeHHS C JAUHOI BOJIHB] IOTJIOLIEHHS
nop¢pupHHA NO3BOJAET PETUCTPUPOBATD CIIEKTPb! PE30HAHCHOTO KOMGHMHA-
L[HOHHOTO DACCesHHSI MPOTONOD(MHMDHHOB B IPUTPOLMTAX. B 3THX chek-
TpaX AOMMHMDYIOT JMHUH, Jiexalue B o6xactu 1 000 — 1 650 cM~!, koTo-
pBle 06YCJIOBJEHB! IIOCKOCTHBIMH KojeGanusamu cBsazeli C—C u C—
N u ge¢popManuoHHbIME KosebanusamMu C — H. HekoTopsle H3 HEX TOBep-
JKeHb! BIHSHHIO XMMHYECKUX NIPeBPALIeHNil, IIPOMCXO/SIIIMX C ATOMOM Ke-
Jie3a, H MOTYT GbITb HCITOJIb30BaHBI J/1s1 H3YYEHHsI CTPYKTYPbI MaKPOLMKJIa
(puc. 1.8).

IIpu ucce[0BAHNK COCTOSTHUS TeMOTJIOGHHA 3DHUTPOLMTOB ¢ HOMOMIBIO
KP-cnekTpockonuu o6pasel KpOBH OGBIYHO MOMEINAIOT B CHEMHMAIbHbIA
ZlepKaTeib, YTO NM03BoJsieT (POKYCHPOBATE JIy4 BO36YKAAIOUIErO CBETA HA
o6bexTe (puc. 1.9). McTOYHHKOM B036y>Xaaiolero cBera IipH perucTpa-
uun cnekTpoB KP ci1y>kuT ra3oBblil 1asep, HenpepbiBHbI reHepUPYIONHii
H3JayyeHHe B 06/1acTH CleXyIolMX JMH BOMH: 441,6; 476,5; 488,0; 496,5;
501,7; 514,5 uM. C nMoMoupbIo CBeTO(PHABTPOB MOIHOCTD U3JIyYeH s MO/~
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Puc. 1.8. Cnektp kOMOHHAIMOHHOTO paccesHHs NOpPHPHHA reMorjioGHHA

AdepxuBaioT Ha yposHe 20 — 100 MBT, 4TO He IPUBOAUT K CYNIECTBEHHBIM
H3MEeHEHUSM HATHBIIOTO COCTOAHUA 00bekTa. PaccesHHOe Ha o6pasiie U3-
JydyeHHe COOMPAIOT CHCTEMOH JHH3 Ha BXOAHYIO IIEJb MOHOXPOMATODA.
Ckanuposanue cnektpa KP oCymecTBsiOT JBOHHBIM MOHOXPOMATOPOM,

Jlazep Ar+
O3y
¢ ycu-
MonoxpoMatop JIHTENEM
!
Munn-
3BM
l l Camonnceu
A ALA A :ﬂ
ITpeamono- K
XpoMaTop TOBETHOE O6pasen

OTAENICHHE

Puc. 1.9. Bnok-cxeMa cnekTpoMeTpa KOMGHHALIMOHHOTO paccesHus
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CleKTpaibHast 061acTh npubopa coctasiaser 400 — 850 HM, OTHOCHTEb-
noe orsepcrre — 1:95,3, obparnas gucnepcust — 0,45 HM /MM, NOAYIIH-
puHa annapaTiioit pyHkuuu — He 6onee 1 cM~! (npu Aumite Bob 550 M),
ckopocTh ckaHupoBaHus — 0,18 HM,/C, TOYHOCTb M3MEPEHUsA — OKOJIO
4 cm~!, Perucrpanmio curianos PKP ocymecrtsasior M3Y, pabotalomuM
B pexuMe cuera ¢oronoB. Hakonuenune CnekTpoB NpoBOAAT Ha MIOTO-
KaHa/IbHOM aHAIM3aTOPE UMITYJIbCOB HJIH NEPCOHAIBIIOM KOMITBIOTEDE.

1.3.6. MUKPOCIIEKTPOCKOIIHSI KOMBUHAIIHOHHOIO PACCEAHHA

Crextpbl KP oT OTAebHBIX YYACTKOB KJAETKH Noay4aioT Ha KP-mMuk-
POCIIEKTPOMETPE C TPOHHBIM MOHOXPOMATOPOM M (POTOITEKTPOHHOM pern-
CTpauueii curnana. 3anuch ¥ 06paGoTKy CHEKTPOB NPOBOAAT C NOMOUIBIO
KOMOBIOTEPa. B KayecTse HCTOUYHHKA BO30YKACHHS HUCNOAb3YIOT APFOHO-
BhI# Jasep. C ueaplo YCTpaHEHUS NJIa3MENHbIX JUHUH, PAaCION0KEHHbBIX
BOJM3H OT Bo36YXKalolel TUHKH, nepe/] KIOBETIILIM OT/esIeHHEM IoMela-
10T NIPEAMONOXPOMaTOp MK HiTepdeperuuoinbii punstp. Jas nomyue-
HMS CNIEKTPOB C MPOCTPAHCTBEHIBIM pa3pelerneM npumelisior PKP-cnekr-
POMETP, COCTHIKOBaHHbIH ¢ ONTHYeCKHM MUKpockonoM. [Ipu pabore ¢ kret-
KaMH yCTaHaBJMBAIOT BOJOHMMMepcHOHHbIH 06bekTHB 100X ¢ uucaoBOi
anneptypoii 0,95. 3ToT 06beKTUB (POKYyCUPYET AA3€PIIblil JIYY B ILIOCKO-
¢t x — y fo 1 MmxM2. Ycranoska auadparMuel AuaMetpom 200 MKM JaeT
IPOCTPAHCTBEHHOE PaspelleHne 110 OCH Z, COCTABAIONIEE OKOJNO 4 MKM.
IIpocTpancTBenHOe pa3pelienne — 0KOJO 4 MKM3,

1.3.7. METOJI AMHAMHMYECKON ®A30BOM MHKPOCKONHHU

B nacrosiniee BpeMs [JIs1 HCCIEOBlUA GbICTPbIX H3Mellenuit HopMbl
KJIETKU WJIN OTJEJIbHbIX €€ YacTeit HCIOAb3yIOT Jia3epHblii PpasoBblit MUKpO-
ckon (puc. 1.10), npeacrasstionuii co6oil MoauduuMpoBaltbi Hirtepde-
PeIMOHHbI MUKPOCKON ¢ Moayasiuueil ¢pasbr pedepentoii Bolml, ¢ re-
Juii-neonoBbiM naszepoM (A = 633 HM) A KOTEpelTHOro OCBEHIeHHs
06BbEKTa H AUCCEKTOPOM B Ka4eCTBe KOOPAUHATHO-YyBCTBHTENBHOIO (hOTO-
npueMnuKa. BaxHo, YTO U3Mepenue KIETOK NPOBOAAT B OTPAXKEHIIOM CBE-
te. Ilpu perucrpauun ucnoab3yior o6bvektus x20,/0,45, pasmep nons

apeHuss — 128 x 128 nukc (20 x 20 MKM); BpeMs1 M3MepeHHs B OOl
TOYKe CKaH-nuHuu T; — 1 Mc, BpeMs BBofa TpeK-AuarpaMmbl — 14,7 c.
MikpocKon no3eojsieT NOJay4YaTh U306paxXeHus B B/ OUMGPOBAHHOIO
ABYMepHOTo pacnipeaeneHus ¢aspt A(x, y), KOTOpas U3MEPANACH B €TUHH-
uax aauabl (onTHYECKON Pa3HOCTH Xoa Jiyuyeil) B peaJbHOM BpEMEHH.
MeTtoa quHaMudeckoit HasoBoit MUKPOCKOIMH OCHOBaH Ha NEPHOAMYECKUX
U3MepeHusiX (pa3nl BAOIb IPOH3BOJIBHO YCTAIIOBAEHHOTO cerMenra (CKaH-
JMIHH) BU306paxenuH o6bekTa. [Tosmyyelnas npu nepuoIMYecKoM CKalu-
POBallMU MaTpuua yucen (Tpek-AuarpaMMa) cofiepXuT ugopMauuio ob
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H3MeNelHax JoKaablioi (23080t BBICOThI B TOUKAaX CKaH-TMHHH 32 BpeMst
usMepeHuit. Haxonnennoie B naMaTH KOMIbIOTepa AaHHble HOABEPTalOTCS
06paboTKe M COAEPKAT KOAMYECTBEHHYIO HH(OPMaLMIO 0 pAyKTyauusax
nokanbHOU pasHoctu xofa (dasosoii Bbicots) k (x, y), nponopUHOHAIb-
110} IPOEKIMY JIOKANBIIOTO IOKa3aTes s npenomienus n(x, y, z). Kak npa-
BHJIO, TMHUIO CKAaHHPOBaHHS BBIOGMPAIOT NMONEPEK KJIETKH M NPOU3BOLAT
NEpHO/IMYECKHEe U3MEPEHHs BHICOTbI ¢asoBoro npoduss h(x), rae x —
KOOPIHHATA CKaH-THHUH,

O6beKT ﬁ

Krnetkn b

= Mucsoxepamnca
—H
]

Bsok 3JeKTpo-
HUKHK

IuccexkTop

Tesmmit-neonoswlii asep

Puc. 1.10. Bnok-cxeMa anHaMudecKoro ¢a3oBOro MHKpPOCKOMA



IF'aasa 2
BUOJOI'MYECKUE MEMBPAHBI

Buonornyeckue MemGpanbi (1ar. membrana — koxuua, 06oo04ka, Ie-
PETIOHKA) — CTPYKTYpbl, OTpaHMYMBAIOLME KJIETKU (KJIeTOuHble, WM IL1a3-
MATHYECKHEe, MEMGPaHbl) U BHYTPHUKJIETOUIible OpraHouzb! (MeMGpaHbl MUTO-
XOHAPHUI, XJIOPOIUIACTOB, JM30COM, 3HIOIUIA3MATHECKOr0 PETHKYIyMa | . ).
MeMGpasbl cofepKaT GeJIKH, JUIIUABL, YTJIEBOAbI, Pas/IM4Hbie MaKPOMOJEKY-
Abl (FMKONPOTEN/IbI, TTMKOJUIHIbI), a TAKKE B HEGOMbIIMX KOTHMYECTBAX
KothepMeHTbI, HYKJIEHHOBBIE KUCJIOTHI, aHTUOKCHAHTDI, HEOPraHMYeCKHe HOHBI
HT. I

Buonormdeckue MeMOpaHbI COCTOST U3 HECKOJIBKHX MOJIEKYJIAPHBIX CIOEB,
CyMMapHas TOJIHHA KOTOPBIX 06bIMHO He npeBbiliaeT 10 HM.

IIpeanonoxenue o CylmecTBOBAHHN MeMOpall, OTAESIONNX BHyTPEHHEe
COieP’KUMOe JKHBOH KJIETKH OT OKpY’Kaloniei cpelibl, BbICKa3bIBaOCh elle
B XIX B. Ha 310 YKa3bIBaMH, B YaCTHOCTH, JaHHbIE O 3HAYHTEILHBIX Pa3Ji-
YUAX MEXTY COCTaBOM KJIETKM M OKpyxatouteii cpeabl. B 1890 r. nemenxuit
uccaegosarenpb B. edpdep (W. Pfeffer) npeanoxun TepMun <kaetoy-
1asi, WK ITasMaTHyecKas, MeMOpaHas. OnHako yBUAETb U coTorpagpHpo-
BaTb IIM yaanoce aumb B 40-e rr. XX B. npH UCNIOIb30BaHHHU 3JEKTPOH-
Horo Mukpockona. B 1935 r. [x. Hauusnamu (J. Danielli) u T. Jascon
(H. Davson) c¢opMy MpoBaiu THIOTE3y ABOWHOTO JMNUAHOTO CIOS,
onpeaenswomero crpoerre IIM. B 1964 r. k. [. Po6eprcon (J. D. Ro-
bertson) passmn manHoe npeacTaBieHue, CHOPMYNHPOBAB KOHLEMIMIO
acumMMerpuuHocTH B crpoenuu [IM. Corsacho ero Teopuu 6Honornyeckas
MeMGpaHa COAEPIKUT GeJIKH, KOTOpbIE CBA3AIILI 3IEKTPOCTATHYCCKH; Ha Ha-
pyxHoii nosepxHocti BM Haxozaarcsa rauxoaurmasl. B 1966 r. Jx. Jle-
napa (J. Lenard) u C. Cunrep (S. Singer) npeanoxuiu xKuaKoMo3auy-
HYIO MOJIeTb CTPYKTYpbl BM, corslacHO KoTopoii 6eJIKH <I11aBaloT» Ha Mo-
BEPXHOCTH JHNUIHOTO GHCI0A B BHJE IMOGYNAPHbIX MOJIEKYyJ, NOrpy-
xeHubix B BM. B 1970 r. I. Bangepkoii (G. Vanderkooi) u [I. E. I'pun
(D. E. Green) npefnoxunu 6e1K0BO-KPHCTANIHIECKYIO MOEIb CTPYKTY-
pet BM; naymmune B BM xkecTkoit 6e1K0BOH CTPYKTYpbI 06YCJIOBJIEHO AaJib-
HO/Ie#CTBYIOIMMY GeJIOK-6e/IKOBbIMU B3aUMOAENCTBUSIME. OTMETHM, YTO 3TH
NIpe/ICTaBJeHUs aKTUBHO pa3BuBaloTcs U cerous (puc. 2.1). B nacrosmee
BpeMs Hau6oJiee TIOMyJsIplia TEOPHSI XKUAKOMO3aHHOH MEMODAHBL.

PaccMoTpuM noapoGHee mtasmMatuyecKyio Mem6pany. [IM urparor sax-
HYIO POJIb B OCYIIECTBJIEHUH CAeLYIOUMX KAETOUHBIX (PYHKIHIA:
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J. F. Danielli n H. J Davson '
(1935)

Ww. D. StelnnJ F. Danielli
(1956)

J. D. IRobertson (1964)
[ ]

Fél\

F. Sjosrand (1968) ®
(BnepBbic NPEANOKEHO J Lenard

: 6 r.) /rger (1966) ’
Egzmw’é

J. A Lucy (1964TN_ A. Berson (1968)

D. E. Green n J. Perdue (1966)

Puc. 2.1. PasBrTHC NpPCACTaBJACHHIT O MOJICKY/NApHOH OpraHM3alny GHOJIOTHYCCKAX
MeMGpaH

1) MexaHuyeckas — O6GECNEUHBAIOT POYHOCTh H ABTOHOMIIOCTD KJ€ET-
KH;

2) GapbepHast — 6Gaarogaps NOJYIPONUIIAEMOCTH 06eCIeYHBAIOT Ce-
JEKTUBHBIN TPAHCIIOPT M Pacnpe/ieJieHue HOHOB MEXAY KJETKOH U cpenoii;
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3) reniepauus u npoBeeHHe BO36YKAECHUS — COAEPKAT KaHasbl, 06-
MEeHHHUKH M HacOChbl, 06eCTIeYHBAIOIIME TPAHCIIOPT HOHOB,;

4) aueprernueckas — o6ecneunsaior cuute3s ATD B MeM6panax MUTO-
XOHIpHH U XJIOPOILIACTOB;

5) MaTpuuHasi — 06eCeYHBAIOT PACNOI0XKEHHE H OPUEHTAIMIO GENKOB
U UX B3aNMOAEHCTBUE;

6) aare3auBHast — 06ECNIEYHBAIOT MEXKJIETOUHBIE B3AUMOIEHCTBHS;

7) mBUraTenblas — 06eCNeYnBAIOT NPOLECC ABHXXEHUS KJIETKH;

8) cexperopHast — 06eCIEYHBAIOT HPOLECC 3K30- H BHAOLMTO3A.

JIumuzpt [IM noapasaensioT Ha ¢ocdoaunuabl, TIHKOIHIUAB, X0e-
CTEPUH, TPUIMIIEPOJ, CTEPOUIB M CBOGOAHBIE XKUPHbIE KUCJAOTH. Besku
TIM Boinonnstior psaa $yukumii (KJeToyHoe y3HaBaHHe, PELENLHs, COeMUHe-
HHE OTJEbHBIX KOMILIEKCOB M T. [I.) M NOAPA3/Ae/ISIOTCSA HA HHTErPaJIbHbIe
U nepudepnyeckue, VInterpaphbie GeKH NPOHU3bIBAIOT JHUIMAHDIA G-
cnoii IIM wu casamubi ¢ pocounosurugamu. Ilepudepnyeckue Genxn
JIOKQJTM30BaHB! Ha roepxuocTu [IM (¢epMeirtbi; GesIku, KOOPAMHUPYIOLHE
¢dopMy muToCKenera; 6eJKY, CBA3AHHBIE C IIMKOKAMKCOM).

Jus IIM knieTkH XapakTepHO sBJeHHe aCHMMETPHH, NPH KOTOPOM pac-
npeJieieHHe U COCTaB JIMIMHAOB Ha [UTOILIa3MaTHYECKO! IOBEPXHOCTH MEM-
6paHbl OTAMYAIOTCH OT PacIpeejeHus U COCTAaBa Ha SKCTPAKJAETOYHOH.
Ssnenue acummerpuu [IM Heo6xoauMo AA:

~— TojiZlep>KaHKs UCXoAHOH POPMBI KJIETKH;

— (pukcanu 6eJIKOBOI OpUENTALNH, CIOCOOCTBYIONIEH MaKCUMAIBHOMY
NPOSABJIEHHIO MX aKTMBHOCTH ((epMeHT, KaHa);

~ pacno3HaBaHUsA aHTHIEHOB;

— peryasauuu psaskoctu [IM;

— obecriedyeHHs MPOLECCa BLIBEAEHHUS CTApbIX KJETOK.

B Hacrostiee BpeMsi pacCMaTPUBAIOTC HECKOJBKO O6IMX (aKTOpOB,
peryupylomux cocrogaue [IM. K uuM oTHoCHT felicTBHe TeMIeparyphi,
COCTaB >KHPHbIX KHUCJIOT, CO€PKaHue XonecTepuna, konTakT [IM c uuto-
CKeJIeTOM, AelicTBHe AeTEPreHTOB, aHECTETUKOB H TOPMOIOB.

Oco6blit MHTEepeC NPeACTaBAAIOT JaHuble 0 Haauyun B [IM cnenuanu-
3upoBaHubIX o6aacreit (xomenos). PylUKUMOHANbHOE 3HAYEHHE JAHHDBIX
CTpyKTypubix Mogucdukanuii [IM sakaodaeTcs B onpeaeeHUH pasauynit
MEXXY alMKaIbHON H 62301aTepaibHOil TOBEPXHOCTIMY IOMSPHBIX KJIETOK,
co3gaiuu 6apbepoB MeXKAY alMKaAbHOM U 6a301aTepaibliol MeMGpaHaMH,
H3MeHEeHHH XapaKTepa NPOLECCOB PelleTIyH.

2.1. METObl MCCJIEAOBAHUSA
BUOJIOTHYECKUX MEMBPAH

B cooTrBeTcTBHH C 3aZla4yaMHi IKCNEPUMEHTa NPUA HCCIACTOBAaHUN MEM-
6pau TNIPUMEHSAIOTCA CACAYIOUIHE METO/IbI.
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2.1.1. BBIAEJEHHME H XAPAKTEPHCTHKA
MEMBPAHHBIX ®PAKIMHN

15 uccnegoBanus MOJEKYJIAPHOro cocTaBa U CTpYKTypbl fIM ux Bbi-
NEeJIFI0T U3 KJIETOK ITyTeM Pa3pyLIeHUs] (romorennsammg U OTJe/IelHs EeHT-
pudyrupopanneM. MapecTHO, YTO B 32aBHCHUMOCTH OT IIJIOTIIOCTH YaCTHIIbI
OCKJAIOTCS C Pa3HOH CKOPOCTBIO M HPH NOCTOSIIHOM IEHTPOGEXKIIOM YCKO-
PEHHH CKOPOCTb OCaKAEHHSA 4YacTHIl NPOINOPIHUOHAJbHA HX Macce.
Tak, npu yckopenuu 6000 g ocakAaloTCs sApa, 3aTeM MHTOXOH/IPHH,
? npu 20 000 — 100 000 g — muxpocombr (pparmeHTsr MemGpan IP)
puc. 2.2).

Tednonoswrit

TIECTHK
Tomorenn-
3auns Crakan
CycneHsus TkaHH
B Caxaposc
9 6
U.EHTpchym- ucao o0opoToB
poBaHHe
6000 g 10000 g 20000 g 00000 g

fAnpa MutoxoHapusn C

Tsaxeabre
MAKDPOCOMBI Jlcrkpne MHKPOCOMBI

Puc. 2.2. Pasnenenne tkancit Ha cyGkJeTouHble QPaKUHH MCTOAOM
HeHTpUQYrHpoBaHNs

Inst 6onee noaxHoro pasgenenus ueHTpudyruposaHue NPOBOIAT 1ie-
ckosbKo pa3. Ilpu nonydyennu ¢pakuuii, cofepKalMx B OCIIOBHOM MeMGpa-
HbI OJHOTO THIIA, CyGKJIETOUHbIE PPaKUHK HEHTPUDYTHPYIOT B IPaJHeHTe
IUIOTHOCTH Caxapo3sl uau pukona. C uenapio uaeHTHOHKAINHE U IPOBEPKH
YHUCTOTHI IOy YEHHbIX Cy6KIeTOUIbIX hpakumii IPOBEPAIOT HAJIHIHE TIPH-
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Mecel ¢ IOMOIIBIO CBETOBOTO M 3JIEKTPOHHOTO MUKPOCKONOB; aHAJIM3UPYIOT
JIMIU/IHBINA COCTaB MM aKTHBHOCTh MapKepHbIX epMeHTOB. B mpoiecce
IIPOBE/IEINS YKA3alIIbIX onepauuii iekotopbie (BO3MOXHO, O4EHD BaXKHbIE)
KOMIIOHEHTbI HATMBHBIX MeMOpall MOryT 6bITh yTpadeHbl. [losToMy crenyer
o6pauaTe BHHMaHHe 11a pa3itble BUABI KOITPOJIA.

2.1.2. HCCJIEAOBAHUE CTPYKTYPHON OPTrAHM3AIIUMU
MEMBPAH

ITpu usydeimu CTPyKTYphbl MeMGpaHbl 60JIbIIOe 3HAUYEHHE HMEIOT METO-
ZbI ha3oBO-KOHTPACTHOH MUKPOCKOITHY, OCHOBAHHOI Ha TOM, YTO CTPYKTYp-
Hble 3JIeMEHTDI C Pa3HBIMH NIOK23ATE/ISIMH NIPEIOMIEHHS] HMEIOT HEOMHAKO-
BYIO APKOCTb. Pa3iuyIible AeTaMM KJAETOK MOXKHO, TAKUM o6pa3oM, nudde-
PEHILKBPOBaTh, HO MeMOpalbl IIPH 3TOM I1e BUIHbBI, TaK KaK CBETOBOMK MUKpPO-
CKOIl II03BOJIACT BUAETh O6BEKThI pa3MepoM He MeHee 20 HM, a TOJIUHA
6uoMeMO6paH, KakK y)Xe YIOMHHAJIOCH, He NpeBbimaeT 10 M.

Pa3pelratonias crioco6I0CTb 3EKTPOIHBIX MUKPOCKOIIOB FOPas/io BhILIE,
Tpu AmHe BOMHBI, HCTIONB3YEMOM B 3/1eKTpoHHOM Mukpockormu (1 — 2 um),
MOXKHO pa3iuyaTb 06beKTh pasMepoM 0,5 — 1,0 HM, T. e. fa)Ke KpYyTHbIe
MOJIEKYJIbI. DJIEKTPOIIIasi MUKPOCKOIIHSI TI03BOJISET CBA3aTh JaHHBIE O CTPYK-
Type 06beKTa ¢ pe3yJIbTaTaMM XMMUYecKoro aHaau3a. OHAKO 3TOT METOJ
HMeeT PAX CYIECTBEHHBIX HEOCTAaTKOB, KOTOphbie HEO6X0AMMO YUUTBIBATh
npHu pabore ¢ 6HONOTHYECKUM MaTepuaioM. Beab IpeBapuTEIbHO HCCIIE-
AyeMblit 06beKT 06e3B0XKMBAIOT, PUKCUPYIOT, 3aTeM KOHTPAaCTUPYIOT COJISA-
MH TSKENIbIX METaANO0B, YTO MOXET IIPUBECTH K €ro HCKaXEHHIO.

B nocneanee BpeMst B 6HO(u3uKe BHEAPSETCS AUIIAMHYECKas Jasep-
Hast MUKPOCKOIHS, € IOMOIIbIO KOTOPOit HCCAEAYIOTCS H3MeHEeHUsT (DOpMbI
JKHBBIX OGBEKTOB B TPEXMEPHOM U306DaKEHHH.

Onuum 3 1au60osee TOYHBIX METOIOB UCCJEA0BaHUS CTPYKTYDBI MOJie-
KYJ1, COCTABJIAIONMX MeMOPaHy KJIeTKH, SIBJASCTCA METOX PEHTTEHOCTPYKTYP-
HOTrO aHa/M3a, OCHOBaHHEIH Ha Judpakiuyn peHTreHoBCKHX Jsydelt. Kak npa-
BUJO, 3TO ABJeHHe HaGMIOfaeTCs B TeX CAy4asX, KOrja Ha IyTH JydeH
BCTPEYAIOTCSI IIPENATCTBIA, CDAaBHUMBIE TIO Pa3MEpY € JJIMHOH BOJIHBI JIyYa.
Ecnu na uccresyemblii 06beKT HAaNPaBJISIOT MTapaJlie/ibHbIi My4OK peHTre-
HOBCKUX Jiy4deli, a 3a 06beKTOM noMeHIaioT (OTOIUIEHKY, TO Ha Heil hukcu-
pyercs mudppakimonnas kaptuna. Ha pentrenorpaMme na6iofaercss MHo-
KecTBO naATell (AHGPAKIMOHIIBIX MAKCUMYMOB), 00Pa3yIOUMXCS B PE3YJib-
TaTe MHTepdepeHun ayyell. AHaIU3 PEHTIEIIOTPaMMBI aeT CBECHHUs O
CTPYKType 06BbeKTa 1a MosieKyasapHoM (u Jaxe aToMHoM) yposHe. Llen-
HOCTb MeTO/la 3aKJII0YaeTCs B TOM, YTO MOABJAAETCA BO3MOXHOCTb, BO-NIEP-
BbIX, H3YYUTH ITPOCTPACTBEITHOE PACIIONOKEHHE MONEKYJI, TOUHO H3MEPHTD
paccrogiiie MeX Xy HUMH, OLl€HHTb X BHYTPUMONEKYJISIPHYIO CTPYKTYPY,
BO-BTODBIX, ONPEJEJHTb CTPYKTYPY MONEKYISPHbIX KOMIIOHEHTOB MeMGpa-
HbI B He(OUKCHPOBAIHBIX KJIETOYHBIX IIpenapaTax.

CienyomyM TpaJui[HOHHBIM METOJOM HCCJIEJOBAHUS COCTOSHHS MEM-
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6paH siBJIsIeTCA s/IePHbIN MarHUTHBIN pesoHaHc. B ocuiose AMP-cnexTpo-
CKONMH JexUT (PU3HYeCKOe sIBJICHHE NOTTOHIEHHS 31€KTPOMArHUTHBIX BOJH
(B paIMOYACTOTIIOM AUATA30HE ) AAPAMH aTOMOB, 061aJAIONIMMH MarluT-
HbIM MOMeNITOM. [IpH 6HONOTHYECKUX HCCIEAOBAHUAX YaCTO UCIIOAb3YIOT
13C, 1H, 31P. Crpykrypa IMP-CeKTpOB 32BUCHT OT BEJMUHHDI JHIIOIb-
MUINONBHBIX B3aUMOAEHCTBHI MEXK/Ty JaHHBIM SIAPOM M COCETHUMH SITPaMH,
HEOJHOPOAHOCTBIO MAaTHUTHOrO noJs u T. A. [Ipoueccs pesakcaluu, css-
3aHHbBIE C AUNOIb-AUNOMbHBIMU B3aUMOEHCTBUSIMH, CJIYXKAT MEpO#, Xapak-
TEPU3YIOUIEH «IOABIXHOCTbY OTAE/bIIBIX aTOMOB M MoJiekya. Metog AMP
MO3BOJIAET NOTy4aTh MHOOPMAIIMIO ¢ BHICOKOM TOYHOCTDIO 06 H36MpaTeb-
HOM NOBe/IeHHH OT/Ie/IbHBIX JacTeil MoJIeKy 1 6€JIKOB M JIUTIH/IOB, COCTABIS-
IOLMX 6HOJOrHYeCKyIo MeMGpaHy.

B nacrosee BpeMs uMeloTcs cnektpbl IMP muorux Genkos, uto
JeJlaeT BO3MOXHBIM HaGMI0/IeHHE 32 CTPYKTYPHbIMH U3MEHEHUSMH, COIpPO-
BOX/JAIOIMMY UX (DYHKIHOHMPOBAHHE, a TAKXKE U3YUEIIHe COCTOSHHS BOJbI
B 6uonornyeckux MeM6panax. SIMP Ha aapax 3! P npHMEHSIOT Ipu HCce-
[OBAaHUM CTPYKTYPbI U HoBeAeHHs (HochoMMIuIoB B MOAEIBIbIX H IPUPOA-
HBIX MeMOpaHax. JIOCTOMHCTBO METOJa 3aKJI0YAETCA B TOM, YTO B 3TOM
cly4ae noJay4aloT CBeleHUsl HeNOCPeICTBEHIIO OT MOJEKYJIbI KOHKPETIIOTO
docomnmiaa, a He OT IOCPEAHHKA, KAK, HAIIPUMED, TPH pa6oTe CO CIHIIOBbI-
mu 3ongamu. K HegocTaTkaM MeTofa OTHOCAT TO, 4TO SIMP-cnekTpbl c10X-
HbI ¥ 4aCTO IIOXO PasPELIUMBbI, KPOME TOTO, OH MMeeT OTHOCHTEIBHO MayIo
YYBCTBUTENbHOCTb (KOHUEHTpauus o6pasua A0JDKIA GbiTb HE HHXe
10-3 momb,/ 1).

MeToA 3/1eKTPOHHOTO NAPAaMATHUTHOTO PE30HAHCA LIMPOKO MCIOJb3Y-
eTCs 145 UccieoBanuil B 061acTH MOJEKYIAPHOI H KAeToyHoH GHodusn-
KH. DTO siBJenue OblIO OTKPBITO pycckuM ¢usnkoM E. K. 3aBoiickum B
1944 r. B gambHeiilieM OHO NOCJYXXUJIO OCHOBOI AJIA CO3AaHUA MeTofa
cnexrpockonun JIIP, KOTOpbIil ycnenHo NpUMeHSIOT IPY H3YYeHUH CTPYK-
TYpBl MOJEKYJ, COAEPXallMX NapaMATHUTHbIE YaCTHIbI, a TAKXKE KH-
HETHMKH M3MEHEHHil NMOJOXEHHA HacTuubl Opu Momuduxauuu KoHdpop-
Manuu caMoit Mojekysabl uau ee coceneit. B 6Guosiormyeckux o6bek-
Tax Han6oJee pacnpoCTpaHEHHbIMH NIaPaMAarHUTHBIMU YACTHIAMH SIBJISIIOT-
cst cBOGO/IHbIE pafiuKaibl M HOHBI. [lapaMarHUTHBIMM GbIBAIOT HOHBI IEPE-
xoanbix Metasnos — Fe, Co, Ni, Cu, Mn. Mertox SIIP gaeT BO3MOXKHOCTb
Ha60aTh HX OKUCUTENbHO-BOCCTAHOBUTEIbHBIE IPEBPAILCHHS U CY/IUTh
06 u3MeHeHUHM KOH(OPMALMK BKJIIOYAIOIIMX HX KOMILIEKCOB. C MOMOIIbIO
IIIP uccnenyioT Tak)ke TPUILIETHbIE COCTOSHHSA, BO3HHKAIOLME, HATIPUMED,
B Xofe (porobuonorniecKux peakuuit. Ouenb 60bloe 3HAHEHHE [T MeM-
6paHOIOTHH MMEET MCNOJIb30BaHHe CIIMHOBBIX 30HAOB M METOK, KOr/Ja B
HcceayeMyio cucreMy (B JaHHOM Clydae B MeM6paHy) BBOAAT CTaGHIIb-
Hble CBOGOHbIE PAAMKAJIbI, IO H3MEHEHUIO XaPAKTEPUCTHK cnekTpoB JIIP
KOTOPBIX CYAAT O CTPYKTYPHO-THHAMUYECKOM COCTOSHHH MOJIEKYJI MEM-
6paHbI.

PesynbTatsl, noiy4yaeMbie ¢ nomoubio Metoga DIIP (ucnonpsyiorcs
MarHHTHbiE cBoiicTBa 3JeKTpoioB) U AMP (McHoab3yloTCs MarlUTHbIE
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CBOMCTBA aTOMHBIX sA/€P), AAIOT BO3MOXHOCTb BBISICHUTD CTPYKTYPHYIO
OpraHH3aLHI0 MeMODaH M X U3MeHeHus IpH QyHKIMOHUpoBaHun. Kpome
TOTO, OHH JONIOJHAIOT 3MEKTPOHHO-MUKPOCKOMYECKHe JaHHbie 00 yAbTpa-
CTPYKTypHOMH OpraHu3aiuu MeM6paH.

I1pu u3ydeHUH CTPYKTYPHOM OpraHu3anuu MeMGpai IIPpHMEHAIOTCA 1
MHOTHe Apyrue (GH3NYeCKUe MeTobl, HanmpHuMep (PIIyopeCIieHTHasI CIeKTPO-
cxonus. VisBecto, uTo payopecueHius B KJeTKaX COIPOBOXKAAETCS BO3-
HHKHOBEHHEM 31eKTPOHHO-BO30Y K ACHHBIX COCTOSIHMI, KOT/ja 3JIEKTPOH Ie-
PEXO/MT U3 OCHOBHOTO COCTOSIHUS B BO30yxaenHoe. [Tomydenias MoJieky-
JIOH 3HEePTHsi MOXKET PacXo0BaThCcs B BHAE Tell1a MM H3/Iy4YaTbCs B BUAE
cseta. Mcriyckanue cseta ocymiecTisieTcst 6onee JIUTEAbHOE BpeMs, YeM
TIOIJIOLIEH e,

Hpu pa6ore ¢ 6nonoruyecKMMU 06beKTaMH, B YACTHOCTH ¢ KJIETOYHbI-
MM MeMOpaHaMH, PETUCTPUPYIOT JUG0 COGCTBEHNYI0 (DIyopeceHIHIO OT-
AeJabHbIX Mojekya IIM, mu6o ¢ayopecueHIHIO 301108 HIH METOK, CIelH-
aJbHO CBA3aHHBIX C MAKPOMOJEKY 0l U BBEJEHHbIX B KJAeTKy. Pasmuyalor
(ayopecleHTHbIe 30H/bI, CBSI3bIBAIOLIHECS C MOJIEKY.JaMi MeMOPaHbl HEKO-
BaJIEHTHO, H (JIyOpecLieHTHbIE METKY, 06pa3yIoliie C MOJeKy1aMi MeMGpa-
HbI XUMUYECKYi0 CBA3b. [Ipu BKIOYEHHM METKH MM 30H7a B MeMOpaHy HX
(ryopecueHTHbIE CBONCTBA MEHSIOTCS, YTO JaeT HHGOPMALHIO O CTPYKTYP-
HBIX OCOGEHHOCTAX M3y4aeMOil CHCTEMBI,

Ilns ucciaenoBanusi OTAENbHBIX KOMIIOHEHTOB MeMOpaHbl 6oJjbLroi
HHTEPEC NPEACTABIAIOT METOAB KOAe6aTebHOM CIeKTPOCKONUH: HHPpa-
KpaCHasi COEKTPOCKONUA M CNEKTPOCKONHS KOMOMHANMOHHOTO paccesi-
HUSE.

KpoMe onucaHHbIX BBl METOAOB H3y4YeHUst 6HOJOrHIECKUX MeMGpaH
Ba)KHYIO POJIb HI'paeT MoJeJupoBanne — (HOPMUPOBaHHE HCKYCCTBEHHBIX
MOHO- MJIM GHCNONHBIX JIMITHAHBIX MeMGPaH U IPOTEOMIOCOM Gasupyione-
ecsl Ha TOM, YTO aM(pUIaTHIeCKHe MOJIEKYJIbI JIMITUOB CIIOCOGHBI 06Pa30Bbi-
BaTb Ha IpaHMIle pa3jesia BoAa — OpraHMYecKuil pacTBOpUTE b MOHOMOJe-
KyJiApHble ILTeHKM. B HacTosimiee BpeMsi LIMPOKO MCNOJIb3YIOTCA Me-
TO/IBI NOJTYYEHHSA MOHO- M GHCIONHBIX TMAWAHBIX MeMGpaH, a Takxe MeTO/IbI
bopMHpPOBaHHsA 3aMKHYTBIX My3bIPbKOB — BE€3UKYJ, JunocoM (puc. 2.3,
2.4). B Takue MeMOpaHbl, KaK NPABHJIO, BBOAAT GeJIKU WM Mejkue dpar-
MeHTbI MeM6paH, BbIAENEHHBIX U3 KJAeTKH (1poteosmnocoMbr). Tak Kak ju-
MUAAHBIA 6uciol — 06a3aTebHBIN KOMIIOHEHT 6MONIOTHIECKON MeMOPaHBI,
pe3yJIbTaThl, NOMYYEHHbBIE [IPH UCCIEJOBAHNH (PH3WYECKUX XapaKTEPUCTHK
Mofe/M MeMGpaHbl U ee IPOBOAMMOCTH, UMeIOT GoJbliIoe 3HAYEHHE IS
TIOHMMAaHHUA pAJa NPOUECCOB OpraHu3auud U GYHKIUMOHUPOBAHUSA HATUB-
HbIX 6HoNOrHYecKkux MeMGpaH. Bo3aMOXHOCTH TaKoro pofa MOAeIUpOBa-
Hus ente Gonee pacuupsioTca npu (GOPMHUPOBAHHHM IIPOTEOTHIIOCOM
(puc. 2.5).

Ilpencrasnennbie METOABI NPUMEHAIOTCA NP UCCAE0BAHUM NIPAKTH-
YEeCKH BCeX BHJOB KJIETOYHBIX MeMOpaH,
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Inasmatnueckast | Kperxa

meMGpaHa
Kanan
BJIM
Benok

BJIM
BIIM Honodop
Hckyccrennas

BJIM | mem6pana
cnssaa—

Puc. 2.3. epapxus Mogeaelt 6uonornyeckux mMeMOpaH

N

s S
%égé%s
*bq?pé’

Puc. 2.4. Camoc6opka ¢ochonvnuaHeIXx Be3UKYA B BOAWOM pactsope: 1 —
Monekyanl dochommuaos; 2 — ux ausodopMbl; 3 — 6ucnoitHas MeMGpaHa;
4 — yvnocoMa; 5 — nopa B GucnoitHolt MeMGpane; 6 — Mulesa
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Boaublii 6enxosblit
pacTBop

®ocdoaunug
B rentase

N

Boaublii GenKoBbIH pacTBo

L

Puc. 2.5. OauA H3 ¢noco60B KOHCTPYMPOBAHHSI MCKYCCTBEHHOIO JIMMHAHOTO
6McRos: oAMH MOHOCNOH 06pasyerca Ma TpaHuWlle pa3fena BOfa — TemTaH, Apyroit —
BOKDYT KalJIH BOJAMOTO pacTBOPa, BHECEHHOTO NMNETKOH B TenTaH; mpy MX
CONPHUKOCHOBEHAN MOSABJAAETCS MCTHHHBIH ABOHHOM c0f

2.2. COCTAB U CTPYKTYPA
BUOJIOTHYECKOIN MEMBPAHBI

Kak 0TMeuaioch Bbillle, OCHOBHBIMH KOMIIOHEHTaMH OMONOTHYECKHX
MeM6paH SBJSIOTCS JUIMADL, 6€JKH H yIrJIeBOJbl, IPHYEM B IPOLIEHTHOM
OTHOLIEHHH 6OJIbIIast YaCTh MaCChli IPUXOAUTCS Ha OO GEJIKOB U JIUIIA-
nos. Kpome Toro, B MeMGpanax BbIsIBJIEHbI TAKHe MUHOPHbIE KOMIIOHEHTD!,
KaK HYK/IEHHOBbIE KUCJIOTbI, HOJMAMHMHbI ¥ HEOpraHIeCKue HOHbI, 8 TAKXKe
cBsizanHas Bojga. CooTHOlLIEHHE OCHOBHBIX CTPYKTYPHBIX KOMIIOHEHTOB —
6eIKOB H MUIMAOB — 3HAYUTENBHO KOJe6JIeTCA B 3aBUCHMOCTH OT BUAA
MeM6panbl. Tak, B MeM6paHaX MUTOXOHIPHH MaccoBas 0/ 6¢/iKa COCTaB-
nster 60 — 65 %, a mumumoB — 35 — 40 %. B MuenunoBoil 060s04Ke
nepsa cozepxurcs Bcero 20 — 40 % Gemka, ocranbubie 60 — 80 %
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COCTaBAAIOT IUNuAbL. B taba. 2.1 npuBoasiTcs AaHHble 06 OTHOCHTETHHOM
coziep>Kaiuy GeJIKOB Y JHMITHAOB B MeMOpaHaX pas/iHyHbIX KJIETOYHbIX Opra-
HeJLTI.

Ta6auma 2.1
Coaepxanuc Geakos # AMNBAOB B pasaHHbXx McmGpanax®, %

Crpyxrypa MeMGpaHbI Benxn Jlannabi
Mucsmi (ceaanviiblii veps) 20 — 40 60 — 80
D PUTPOLIMTHI 60 40
MurtoxoHapum 60 — 65 35 — 40
Snpa 48 — 52 38 — 47
X noponaacTsl 50 — 60 40 — 50
Baxtepuu 35 — 65 10 —20

* OtHocHTenBHOC coAep)kanne GeNlkoB M AMAWAOB B MeMOpaHaX KJIETOYHbIX Opra-
HeJI1 HeOAWHAKOBO, MOCKOJIbKY OHH BbINOJIHAIOT pa3jHyHbie QYHKIIHUH.

2.2.1. MEMBPAHHBIE JHUIINABI

W3BecTHO, 4TO MeM6palbl KJIETOK >KMBOTHBIX, Y€I0BEKa, DACTeHHI U
6axTepuii pasANYHbI IO CBOEMY JIMITMAHOMY cocTaBy. Tak, IMIMAb! XJOPO-
TLIACTOB COAEPAT B OCHIOBHOM MOHO- M AUTailaKTORMTJIMIIEPHADI, a B JIMIIH-
Jlax MeMOpPaH *KMBOTHBIX KJETOK Ipeo6iagaioT docdaTuanas KUCA0Ta U
dochatuanasTanoaMul. Pa3miuns B cocraBe MeM6paH opraileJi OXHOH
KJIeTKH Meliee BbIpaXKeHbl, ORHAKO sAeprast, MUTOXONIpHaIbHasi 1 MUKPO-
comaJibHasi MeMO6pallbl 3aMETHO OTIMYAIOTCS APYT OT Apyra.

B cocraB 6nonoruuecknx MeMGpaH BXOAT JIMIHAbI TPEX Pa3AH4YHbIX
KaaccoB: $HochoMunuAbl, TIHKOJUIHABL U cTeponbl. OCHOBHasl pOJIb B
¢opMupoBanuu 6ucoiHON IMIMIHON MeMGPaHbl OTBOAUTCA (Pocdoaumu-
Aam: raunepodocdonunuaam (npousBoaHbIM (hochHaTHIHON KUCIOTb) —
docdaruanaxomuny (puc. 2.6), pocharuauiastanosaMuty, pocaTuani-
cepuny, ¢ochaTHIMINHO3UTHAAM, COUHTOMMTHAAM (IIPOM3BOIHBIM llepaMu-
na) u chunromuenunaM. Ctpykrypsas ¢opmyaa OJI, Bxoadmux B coctas
MeMOpal >KHBOTHbIX KJIETOK, NipezcTaBieHa Ha pHc. 2.7. Cpeau (DJI Hau6o-
Jiee pacripocTpasenbl docarumixoim, QochaTHANIITAHOIaMHH H chui-
romuesnud. Tak, B Mem6paHax MuToXonApHil nogosuny (48 %) oT BCex
docdounngos cocrasateT pocarnauaxoaus. B 601b1I0M KOIMYECTBE
3TOT JIMIIKA COAEPKUTCA U B APYTHUX MeMGpaHax KMBOTHBIX KJeTok. Oco-
60e mecto cpeau docdoaunnaos sanumanT docdaruauiacepuir u dpocda-
THIHasi KNCJIOTA, N0JIspHbIE TOJOBKH KOTOPbIX 3aps>KeHbl OTPHIIATENDIIO,
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4TO Olpee/AeT IOBEPXHOCTHBIIH 3apsa TeX y4acTKOB MeMOpaHbl, Ie Co-
cpenomqe}{bl MOJIEKYJIbl JaHHBIX JunuaoB (Tabi. 2.2).

cu, H
A |° \ 78/ /\C/\/°\/ \c/\%

[0} H
Hg Ho\cuz\gl\/\/\/\_/\ /\/\;'a

Xommn @ocdar Ianunepun KupHble KHCIOTH
MonspHasA rojsoBKa Henonspubiit xpoct

Puc. 2.6. Ctpyxtypa mMonexynnl docdarnaunxonnna (renuTuna)

ITonsapuas XonuH
(ruapodmnbrasn)
roJIoBKa
Docdar «I'onosxas
I'nuuepon
«XBoCT»
Henonspustit 8
(ruapogo6ubiit)
XBOCT Kupnasa xucnota
KupHas

KHCJI0Ta

U

Puc. 2.7. Monexyna ¢docdoaunuaa ¢oc¢ammmxonﬂua, npeACTaBleHHas
cxemaruyecku (a), B BHAe npocTpancTeenHoit Moaesu (6) u camsona (&)

Pasnuuus B cocTaBe TUNMAOB B MeMGpaHax OGbSICHAIOTCS €elle U TeM,
uro (DJI MOTYT OTAHMYATBCSA He TOJABKO IOJSPHBIMH <«TOJIOBKaMH», HO H
XHMPHO-KHUCJIOTHBIMH XBOCTaMu. (DYHKIIMOHAJIbHBIE CBOMCTBa JHITHAOB BO
MHOTOM 3aBHMCAT OT TOTO, HACHIUEHHbIE WIN HEHACHIIEHHbIE )KHPHbIE KUC-
J0Thl BXopAT B coctaB MJI. Ha puc. 2.8 u 2.9 nokasaHnt CTpyKTypa
HaCbIIEHHBIX ¥ HEHACILEHHbIX XUPHbIX KUCJIOT U OpPraiu3auus copMu-
POBaHHbIX U3 HUX MOHOCJOEB.
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Ta6bnuna 2.2

Jmmuausili cocraB Mem6pan KAETOK MJEKOMHTAIOMMX, % OT MACCH BCEX JHNH/AOB

Jlunuast ntﬁ:ﬁ?_ ng{;;:" JInzocoMbl Axpa h?alz'ﬁ?ig;?:;‘i ¥§::::;c
MeMGpaHbl PETHKYJIYM

®ocaTHAHIXOTHH 18,5 37,5 23,0 44,0 48,0 24,5
Cdunromuennn 12,0 0 23,0 3,0 5,0 6,5
®ocdaTHAMIITAHOIAMUH 11,5 28,5 12,5 16,5 19,0 9,0
®ocaTHANICEPHH 7,0 0 6,0 3,5 4,0 2,5
®ocaTHAHIHHOZHTON 3,0 2,5 6,0 6,0 7,5 5,0
JInzodochaTHARNXONHA 2,5 0 0 1,0 1,5 3,0
MubochaTHAMATIUIEPHH 0 14,0 5,0 1,0 0 0

Ipyrue dochoHnuab 2,5 - - - - -

Xonecrepun 19,5 — 14,0 10,0 5,5 - 7.5
Jdwupsl xonecTepuna 2,5 2,5 8,0 1,0 1,0 4,5
CBo6oiubie JKHPHbIE KHCAOTHI 6,0 — — 9,0 3,5 18,0
Ilpyrie aunuasl 15,0 15,0 2,5 5,0 5,0 16,0




O6pasoBanue MeMGPaHHbIX CTPYK-
TYp IpeAcTaB/sieT co60H auinamMuye-

CKuii mpouecc ycaoxsenus (ysesu-
YeHMA) YMCJIa MOHOCJIOEB JIMIIM/OB B
MeM6pane. VckyccTBeHHbIe MeMGDa-
HbI IOAPA3ZIE/IAIOT Ha!

1) momocoii — MeM6paHa, co-
CTOAINAsT U3 OLHOTO CJIOS MOJIEKYJ
JUNMAA Ha TpaHulle MOJAPHOH
¢aswi (1,/2 BJIM);

2) 6ucnoit (aBoiiHoM  Molo-
cnoi) — meM6paHa, COCTOsIIAst U3
JIBYX CJIOEB MOJIEKY.1 miaa, — BJIM
(pasmepoM 5 — 7 um);

3) MyJbTHJIaMeApIibie JUIO-
COMBI — BE3HKYJIbI, MEMOPAHbI KOTO-
PBIX 06pa3oBaHbi HeckoabkuMu BJIM
(auameTp JUIIOCOM COCTaBISET He-
CKOJIbKO MHKpPOH);

4) MOHOJaMeJJspHbIE JHUIIOCO-
MBI — BE3UKYJIbI, MEMOpaHbI KOTOPBIX
o6pa3oBanbl oaHoit BJIM (anamerp
aunocom ot 20 g0 100 um);

5) IpOTE0aUIOCOMBI — JIHMIIOCO-
f MBI, B COCTaB MeMG6paH KOTOPBIX

BKJIIOYEHbI GEJIKH.
Puc. 2.8. Crpyxrypa HacbiuenHbix (a) Ha3Becrno, yto GopMupoBaHHe U
¥ HeHacolmeHHbIx (6) XMDHBIX KHCNOT  yCTOHYMBOCTb MeMGpaH OmpenesstioT-
Cs1 IOBEPXHOCTHBIMM SIBJIEHHAMH H
MEXMOJIEKY IADHbIMU B3aUMOZIEHCTBUAMH.

ITogepxrocmnwvie seaenusn ¢ 5JIM onuchiBaOTCs ypaBHeHueM aacop6-
uu I'n66ca:

-do= I',-du,

TAe 6 — TOBEPXHOCTHOE HaTsKenue, I'; — cTenenb agcop6iuu Ha oBepx-
HOCTH; {4 — XWUMHYECKHH IOTEHIIHA.

J1st 6GMHapHO¥ CHCTEMBI, 1IAIPHMED AJIst CUCTEMBI JIMITHJ — BOJQ, YpaBHe-
nue ['n66ca npuobperaer GoJiee IPOCTOMH BUL;

IIpu I', =0, T. e. HU3KOIi KOHLIEHTPAIMK PACTBOPEHHOTO BEWIECTBA, afACOPOU-
pyIolerocs Ha NOBepXHOCTH pasjiena ¢as,

-do=Tdy,.
B caydae pasz6apienHbix pactBopoB du = RTIna = RTInC, Toraa
r, = ~a| dO’/RTdd, = ‘C, dO’/RTdC,



a 6

Puc. 2.9. Oprauusaunss MoHOCHOHHbIX (ochOoNUNUAHBIX MeMGpaH: @ — MOHO-

cnon u3 @JI, cogepalMx HacbiieHHble XUPHBIE KHUCAOTHI, yACJHbHAsA MJIOTHOCTH > 1,

nJoIadb CCHEHHs1 ABYX YTJIEBOAOPOAWBIX Lieneif B MJIOCKOCTH MeMGpausr 2,1 uM2, npo-

HHUAEMOCTb MeMOPaHB HM3Kasi, PACCTOSIHUC MCXAY yraeBOAOPOAHBIMH nensaMu 0,42 nm;

6 — monocaou u3 MJI, cosepkalux HEHACHIMICHUBIE SKHPHBIE KHCAOTHI, YAEAbHAs NAOT-

HOCcTh < 1, nyoImaab cevueMns ABYX YTICBOAOPOAWLIX Hemelf B MJIOCKOCTH MeMOpaHbI

4,2 uM?, MpPORMUAEMOCT, MeM6paMbl BHICOKASA, PACCTOSHME MCXKAY YrICBOXOPOAHBIMHU
HeNsAMH YBCJIHYEHO

Ecmn —do /dC — noBepxHOCTHast akTHBHOCTD TIpu C, CTpeMAIIEMCS K
HyJ;IO, TO IS IOBEPXHOCTHO-aKTHBHBIX Bewects do/dC < 0, I'> 0 (mnu-
Zbl).

ITox aneprueii zudpoghobmvix e3aumodeticmaeuti noapa3ymeBaioT pa6o-
Ty lepeHoCca JHITH/A U3 BoJbl B opranudeckyio ¢asy. Hssecro, 4ro sHep-
rus I'B yBenuuuBaercs Mo Mepe pocTa JJIWHBI yTaeBogopoaHo# nenu. ['B
TaKKe 3aBHCAT OT:

1) xapakTepa 3JeKTPOCTaTUYECKOrO B3auMOAeHcTBHA Mexay NH* -
rpynnamu u ¢ocdaTHbiMu rpynmamu (POj );

2) anepruu rugparauuu (ot 210 go 840m x/I>x/Mob);

3) THNa 3JeKTPOCTAaTHYECKUX B3aUMOJEHCTBHUIA.
dJIeKTPOCTaTHYECKHE B3AUMOAEHCTBUA MOAPA3AEAIOT Ha:
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— narepaibHble (TaHreHIMANbHbIE) — B3aUMOZEHCTBHE 3apsDKEHHBIX
TPyNI, PacloJI0KEHHbIX B OAHOM nouycioe BJIM;

— TpaHcMeM6paHHble — B3aMMOJeHCTBHA 3apsKeHHbIX IPYMII, PacIo-
JIOKEHHBIX 110 Pa3Hbie CTOPOHHI OHON MeMGDPaHbI;

— MexxMeMOpaHHble — B3aMMOJeHCTBHA 3apsKeHHBIX IPYyII, pacnoio-
JKEHHBIX Ha TIOBEPXHOCTH JBYX COCEAHUX MeMODaH.

2.2.2. ®A30BHIE IIEPEXOABl B JUIIMUAHOM BHCJIOE

COBOKYTIHOCTb AaHHbIX, TIOJYYeHHBIX C MOMOIUbIO PA3JHYHbIX (PU3NKO-
XMMHYECKHX METONOB, NI03BOJIAET 3aKJIOYUTh, YTO B GHOMOTHYECKHX H MO-
AesbHbIX MeMGpatax (mmocoMax 1 BJIM) munuaHbiit 6ucioi MOXeT Haxo-
IWTHCS B COCTOSTHHM MO0 TBEPOTO JBYMEPHOTO KPUCTAJLIA, u60 6uMoe-
KyJISpHO# XUAKOM TIeHKH (KMAKOKpUCTAJLIMYECKOe cocTosiHue). B nap-
HeiilieM Mbl 6yieM TOBOPUTDb IIPOCTO O TBEPJAOM M XHUAKOM COCTOSAIHUSAX
JMIHMIHOTO 6HCI0s B MeMOpaniax. B o6oux ciyyasx coxpansiercsa 6UMoJie-
KyJIApHas CTPYKTYpa JUIUIHOM ¢hasbi, a MOJEKYJIBl POCGHOIUIINAOB HMEIOT
IIJIOTHYIO TeKCaroHaJAbHYI0 YIaKOBKY B ILIOCKOCTH MeMOpaHbl, HO ee IJI0T-
HOCTb B TBEPAOM H XXM/IKOM COCTOSTHMH HEOJUHAKOBAsI U 3aBMCHT OT CTPYK-
TYpbl XHUPHbIX KucaoT. HanpuMep, Mosxexyaa ¢ocdaTuanixoMHa B TBep-
IIOM COCTOSIHMM 6HMCI0s 3aHuMaeT mouaznb 0,46 — 0,48 uM?, a B xua-
koM — 0,6 — 0,8 um2. CooTBeTCTBEHHO U3MEHSETCA U TONUIMHA GUCI0s: B
JKHIKOM COCTOSIHMH OHa MeHbIlie, YeM B TBepAoM. BJIM B ykasaHmbix co-
CTOSTHUAX Pa3/UYaloTCs BA3KOCTbIO JUIMAHOMN ¢a3bl U paCTBOPMMOCTHIO B
Heil BelecTs. MoJleKy/IsIpHYI0 OCHOBY AAlIHBIX Pa3JIH4YMH COCTaBIAIOT KOH-
¢opManuy XUPHO-KUCIOTHRIX Leneif. OraenbHast XKUPHO-KUCIOTHAS 1I€Tlh
MOXKET TPHUIIMMATh MHOXKECTBO kondopMmanuii 6Jarofapsi BpalleHHIO
Bokpyr oxuHapHbix C— C-cBsaseii. B munuanoM 6ucioe 3a c4YeT NAOTHOH
YTIaKOBKHM MOJIEKYJ B HOpDMe Deau3yIoTCsl IIpeMMYINeCTBEHHO [Be ILTOC-
Kve KOH(OPMalMH YTJIeBOJOPOAHOM 1€ — mparc- U yuc-KOHPOpManHu
(puc. 2.10, @, 6), HO cywecTBylOT W mnpoMexyTouhbie (puc. 2.10, 6;
2.11, 8).

B TBepaoM cocTostHuU Bce MoJeKy bl docdoaHInaa 06.1a8aI0T mpanc-
Kondopmanuei yrieBoJOPOJHbIX IIeTeil XUPHBIX KMCIOT, YTO Olpe/eiseT
HX OrpaHHYEHHYIO OABIKHOCTL B BJIM. B aToM ciiyyae ocyniecTBASIOTCS
JIMLIbL He6oJIblIMe COTIacoBaHHble KOIeGaHus UM BpalliaTe TbHble JBHOKe-
Hust (Iipeweccus) Bo3/e TOYKH KPEIJIEHUsA KMPHON KUCIOThL M TIOJISAPHOM
rpymmbt DJI. B sxunkom cocrostuu BJIM Bo3MOXKHEI TEILTOBbIE ABHXKEHAA
JKUPHO-KUCJIOTHBIX Lelel, CONPOBOK AAOLIMECS MPAHC-20Us-TIEPEXOAAMH.
BaxxHo OTMETHTD, YTO pacnoJoKeHHbIE PAAOM 20w-KolihopMalui MOTYT
06pa3soBbIBaTh MOJIOCTH B 6ucioe (Tak HasblBaeMble KUIIKH), B KOTOpbie 1
HONaJaloT MONEKYIbl, «3aXBauyeHHbie» U3 pacTBopa. MaMenerms kondop-
MallMH Lenei BbI3bIBAIOT ABU>KEHHNE TAKOTO KMHKA BMECTE ¢ HAXOAAUMMHUCS
B HeM MOJIEKYJIaMHU BAOJb lieny (Tonepex MeM6palibl) AN MEXAY LEsMu
(8 nnockoctu Mem6pannt) (puc. 2.12).
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Puc. 2.10. Pacnonoxenue CH-ceaselt atana B mpanc- (a),
yuc- (6) u npomexytounoii (&) kondopmauuax
(npoekuusa Ma NIOCKOCTb, NepneHAuKYAsapuyo C— C-cesaaam)

S ULV R
mpanc D
zow
uuc/
mpanc
1 zou
zow |
— ;_. — A
0,15 uM
6

Puc. 2.11. Yraesogopoausie 1enu B mpauc-koudurypauun (a),
zow-mpanc-zow-xondurypaunn (6), yuc-mpanc-zow-xondurypaunn ()

T T

41 O L—

a 6

Puc. 2.12. KHUK-60KH B YrNeBOAOPOAHBLIX HEMAX MeMOGpaH: d — B ORHOM
noaycnoe; 6 — B /IByX MOHOCJAOSX JUNHAMOTrO GHC/IOA
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I'nnotesa mermm (kunka) mpeanoaraer, 4o miasaenue neneit KK mpu
($a3oBOM nepexoze 06yCIOBIEHO BpallaTeablioi usoMepusanuei. Haumews-
weit sHeprueii o6aamaer mparc-, a Haubonbiteit — yuc-kouguryparmsa KK.
(DopmupoBaHHe KHHKA COPOBOXKAaeTCs yMeliblienueM 3 ¢ek THBHOM A14-
ubl 1enu Ha 0,13 nM. IIpu aToM vacTh Henu oroasuraercsa na 0,15 HM,
06pa3ys cBo6oAHbIH 06beM, B pe3yabTaTe 061Kl 06beM JUNKAA YBETHIHU-
Baetcs Ha 0,025 — 0,050 um3. CornacHo coBpeMeliibiM peAcTaBaenusM
CTPYKTypa KHIIKa cIoco6Ha K Aud¢y3un, KOTOpasi OnucChiBaeTcsi COOTIO-
wennem D = 0,5 w (AL)?2, rae D — xosdpunuenr audpdysun; w —
9acToTa CKauyka Kunka; L — 1iar ogHOTo CKavka.

O6pasoBanue OAHOrO KHiKa 06JieryaeT BO3HMKHOBEHHE KHHKOB B
coce[HMX LelAX, CTUMYJMpPYS MX YepeaoBanue B mmmigax [IM. Tloseaenne
B XOJIe TAKOTO TIPOIIECCa TaK Ha3bIBaeMbIX KUHK-6JI0KOB (HECKOJIBKUX KHH-
KOB) TIPUBOAMT, KaK NPABHJIO, K Pa3yNopsA0YEHHOCTH CTPYKTYpPbl MeM6pa-
Hbi. BeposATso, TpancMeMGpaniiblit HepeHoC MaJIbIX MOJIEKYJT Yepe3 MeMGpa-
Hy OCYIIECTBJISIETCSI BIlyTpH CBOGOAHOr0 06beMa KUHK-6JI0KA.

Temnepatypa ¢a3oBoro nepexoja 3aBUCHT OT pa3Mepa GOKOBBIX 1leneit
KK (ueM p/mMitHee 1ens ¥ MeHblile ABOHHBIX CBA3EH, TeM BhIIIE TeMIEpa-
Typa). JleficrButensiio, ayunubie nenu JKK yMenbuaor Tekydects MeM6-
paH, a nosiBJieHue BONHbIX CBsi3ell NPHBOIHUT K €€ NoBbiieHHI0. PDa3oBbiit
nepexoj HaGJIORAETCA, KaK MPaBHIO, B MHTepBaJie TeMuepaTyp oT 0,2 o
1,0 C°, mpu atom oaHa asa (11apuMep, KPUCTANIHYECKAS) BO3HUKAET B
MaTpHKce Apyroit ¢aspl (HanmpuMep, XUAKOH) ¢ 06pa3oBaHKeM GOBIIONO
4KCJIa JOMEHOB HOBO# (as3bl. MOXKHO NpeACTABUTD AaHHbIH Mpollecc cxe-
MaTHYeCcKH:

A o b;
rae A — xupakas ¢a3a; b — kpucrannmdeckas dasa; © — crenens nepe-

xoza 13 oauo# ¢aswl B ipyryio; C — [0Ja MOJIEKYJ B Kax Aok U3 ¢as.
Tornma

Hm no)cne npuMeHenust ypaBHenuss Baur-Topa (npm ©=0,5 u
T=T
bn
AHpr/4RT ¢, = (d6/dT ).

Kooneparustocts ¢dasosoro nepexosa (o) Moxer 6bITh onpejenena

U3 COOTHOLIEHH s
6 =(6/Hp)?

a YMCJI0 MOJIEKYJl B KOONepaTHBHOi equHuIle

N=1/(c)1/2,

B criyyae, korpa ©/ Hyr = 1, K0onepaTHBHOCTD B TIpolecce ¢asoBoro
nepexosaa B MeM6pane OTCYTCTBYeT; IpH © << 1 mpoliecc KoonepaTHBeH.
MexMOIeKy IApHbIE KOHTAaKThl B MeMGpalie OCyIleCTB/IHOTCS 32 CYeT
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JIHNUA-THNHAHBIX, JHNHA-GEJIKOBRIX M 6eN0K-6eJIKOBBIX B3auMoOeii-
CTBHH.

Junud-runudnsie 83aumodeticmeus 3aBUCAT OT:

1) sHepruy 3/1eKTPOCTATHYECKHX CHI;

2) cTepuyecKoro (paKkTopa JOKAIH3AMH B MeMGpatie PocomnnuAHbIX
«T'OJIOBOK» U «XBOCTOB»;

3) sHepruu ruparaluy ¥ 06pa3oBaHus BOAOPOAHBIX CBA3EA;

4) o6pasopanus HocHOTUIHIHBIX JOMEHOB.

Junud-6enxosnvie 83aumodeticmeus ONPeAeSIOTC:

1) cop6uueit ¥ 37EKTPOCTATHYECKAM B3aMMOIEHCTBHEM GesKa U JHIH-
Ja Ha IOBEPXHOCTH MOHOCJIOA;

2) BHYTpMMeMO6paHHbIM BCTPaWBaHHEM M B3aMMoJelcTBHeM GelKa H
nunuaa (annyasphbiit cioit) B BJIM.

Benox-6eaxoevie e3aumodeticmeus o6yCnoBAeHbl IOBEPXIIOCTIION H
BIIy)TpHMeM(SpaJ{HOﬁ opHeHTallueil Mosekyn 6enka (o6pasoBalide KJacTe-
PoB).

2.2.3. MEMBPAHHBIE BEJAKH

Besxu, BxoAsilie B cocTaB MeM6pal, KaK IIpaBu/Io, rHApodoGHbIe II0-
6ynsApHble CTPYKTYDbI, ZOCTATO4IO IIPOYHO CBA3aHIIble ¢ MeMGpaliaMH 3a
CYET He TOJbKO HAPo¢OGHbIX, HO U AMEKTPOCTATHUECKUX B3aUMOIEHCTBHIA.
Ilo cTenenu BAMSIINA Ha CTPYKTYPY GHMCJIOS H CHJIe B3aMMOAEHCTBHA C
MeMO6paHoit 6eNKH JeNATCA Ha NHTerpabHble U Nepudepuyeckue: NepBbie
IPOHH3BIBAIOT MeMOpally, HX TPYAHO BHIAENUTh €3 pa3pyUieHus LeIoCTHO-
CTH MeMOpaHBl; BTOpDhle JIOKATH30BaHbl Ha NIOBEPXHOCTH JHIHIHOTO GH-
CJ1051 MeMGPaHbI ¥ JIETKO 3KCTparupyotcs. OCHOBIYIO POJIb B OPHEHTALIHH
MITTErpaibHbIX 6eJIKOB B MeMOpale HrpaloT ruApocdobHbie B3aUMOAEHCTBHA.
Iepudepudeckue Genky yaepXuBaoTcsa Ha MeMOpaHe TPEHMYIECTBENHO
3JIEKTPOCTATHYECKHMH B3anMmoaelicreuamMu. Moexyibl nepaepHIecKUx
6eJIKOB Pa3pyHIAIOTCS IPOTeOaUTHYECKHMH (epMenTamu (TIpoTeasamu) No-
HOCTBIU, a HHTErPaJbHhIX 6eJIKOB — YACTHYHO; IPOTE0IH3Y IIOABEPraioTCsa
JIMIb Te KOMIIOHEHThl HHTErpaJbHLIX GeJIKOB, KOTOpPBle BCTYNAIOT B KOH-
TaKT ¢ THAPOPHIbHOIM cpenoit.

B nactosee BpeMa naentuduimponano 6onee 30 MeMOpamHbIX Ge-
KOB C OTHOCHTeJIbHOH MosekyJsapHoit Maccoii 10 000 — 240 000. Mewm-
GpaHHble 6eJIKH BBILIOTHAIOT pa3iniHbie (pynximu. Hanbonee mupoko pac-
npocTpalieHbl 6enku-(pepMenThl: uuTerpaabhnie (MeMGpannbie ATd-a3bi)
H nepugeprueckue (aUETHIXOMHHICTEPa3a, KHCIas | enodiast (pocdara-
3b1). Peuentopnl u Genxu, onpenendionide AIMMYHIIYIO PeaKIHIO KIETKH
(anTurensl), MOTyT GBITh KaK HHTETPANbHBIMH, TaK M NepH(epUIecKUMHA
KoMnoHeHTaMH MeM6paH. UacTo pelienTophl BXOAAT B cocTaB 60Jee CIOXK-
HBIX MeMGDaHHBIX KOMILJIEKCOB, COAEPXKAMUX «6enku-ucnoanurenus. O1-
METHM, YTO CTPYKTYpHble 6eaKH, B YaCTHOCTH 6eJIKH IMTOCKeJIeTa, B OCHOB-
nom nepudepuueckue (puc. 2.13).
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Puc. 2.13. Yetnipe cmocoba accounaiMy MeMGpaHHBIX GCJIKOB € JIMITUANBIM GHCJIOEM.
HekoTopbie 6eJKi TIPOHU3LIBAIOT GHC/0M HackBo3b (1), HEKOTOpBIC YAEPKUBAIOTCH He-
KOBaJICHTHBIMH B3aMMOZEHCTBUAME ¢ ApyTHME MemGpaunbiMu Geskamu (3). Okouua-
TEJIBHO HC BBISICHCHO, CYIICCTBYIOT JIM GCJIKM, JMUIb YacTHYMO TIOTPYXKEHUble B GHCIIOH
(2). Ectb MeM6panubic GeJKH, K KOTODHIM KOBAJEHTHO NpPHCOEAMHCHA 0aHA WM Gosee
Hernel JKUPUBIX KUCJIOT, TIOMOTAIONNX GC/IKY «3asiKopMBAaThCA» B TOM WM APYrOM MOHO-
cnoe. Xortsi GOJBIMMHCTBO TakMX GeNIKOB ABJAIOTCA TPAaHCMECMOPaHUBIMM, HCKOTOpBIE
MOTYT UMH U He GObiTb (45)

PaccmarpuBas xapakTep JUNUA-GeJKOBbIX B3aUMOOTHOLIEHUIH B MEM-
6pane, HEOGXOIUMO OTMETUTb, YTO JlaliHbie IPOLECCH IPOTEKAIOT Ha (poHe
JaTepanbHoil auddy3uu GeNKOB U TUIINJOB, a TakKe «(paun-ol»-nepe-
xofa munuzos. llox narepanbnoit mudgyaueit NOHUMAIOT XaOTHYECKOE Tell-
JI0BOE NiepeMeleline GeIKOB M JIMMIKI0B B IIJIOCKOCTH MeM6panbl (cKauko-
o6pa3Hpifi MOC/IENOBATENbHBIA OOMEH MeCTaMH MOJIEKYJT GeJIKOB M JIHIIH-
JI0B). ITOT MOKAa3aTeN b ONpeieiseTcd PSAOM TapaMeTPOB, KOTOPbIe CBA3a-
HBI CJIEAYIOLIUMH COOTHOUIEHUAMHU

R1'=2(3)'/2D/A;
S? = 4Dt,

rae R~! — wacrora o6mMena Monekyn mectamy, ¢ !; D — xoadpduuuent
JatepasbHoil muddysnm, M2,/ ¢; A — riomwaab MoJeKyJbt (ocdommmaa, M2;
S — paccrosiHue, nepecKkakuBaeMoe MoJsieKyoii ipu J1/1; ¢ — Bpems nepe-
CKOK3, C.

HanpuMep, B MeMOpanax, BblieIeHHBIX U3 CAPKOIJIa3MaTHYeCKOro pe-
Tukyayma, JIJI (npu 40°CuD= 10712 M2 /¢) xapaxTepH3yeTCs BeJHYHU-
moit R°1=5,9 - 107c™uAd =7 10719 M2,

Nlon «¢pann-daon»-nepexoaoM docdonunuaos B MeMOpane OAPa3y-
MeBaeTcs llepeMelieHie MOJIEKYJT U3 OJHOrO MOIOCJIOS B APYTOl; Ipoecc
NpPoJOJKaeTCs B TedeHHe 15 — 60 MUH U SBJISETCS OCHOBOH aCHMMeETpHY-
HOro pacnpezeneHus (pochONMAIUIHBIX MOJEKYJ TIO PAa3HEIe CTOPOHDI MeM-
6pan. SIB/IeHHe aCUMMETPHH 06ECTIEYHBAET IIOCTOSTHCTBO IPOCTPAHCTBEHHO-
TO PacroyoXelns JUIUAOB U CTPYKTYPILYIO OPraHU3alHIo TN A-6eNKo-
BBIX KOMILJIEKCOB.
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2.3. IIABMATUYECKAS MEMBPAHA

[LnasmMatudeckas MeMOpaHa NPEACTABASIET COGOM Gapbep ¢ BBICOKOU3-
6upaTteNbHON IPOHUIIAEMOCTHIO, KOTOPBIH OTAENsIEeT KIeTKY OT OKpPY3Kalo-
mieif cpebl ¥ OXHOBPEMEHHO KOUTAKTHPYET C BILyTPUKJIETOUIILIMY Oprallesi-
aamu (puc. 2.14, 2.15). Cama naa3maTHyecKast MeMOpana eCTb CJIOXKIOe
o6pasoBaiue, cocTosiuiee U3 HeCKoabKux ciaoes. [lepudepuueckas 3soiia
IIM y pacTHTeIbHbIX ¥ XKHBOTHBIX KJIETOK pasindia. HenocpeacTseno ¢
[IM conpuKacaercs Ta 06J1acTh UHTOILIA3MBI (THaONIa3Ma), KOTopas oT-
JIKYAeTCS MAJIbIM COiePXKAITHeM Oprane/ul. Y paCTUTeNIbHbIX ¥ GaKTepuaib-
HBIX KJIETOK HMeeTCs KJETOYHAsl CTeHKa — TOJICTask POYHast 060J04Ka,
COCTOSIIIAS U3 HECKOJIBKUX CJIOEB, BKJIIOYAIONUX GeJIKH, IOTUCAXAPUADI U
Apyrue cnenudryeckue KoMnoneHTnl. Tomimiia 060I0YKY pa3muyHa, KakK |
€ee MIPOHMIIAEMOCTD, JJIS1 HH3KOMOJIEKYJISIPHbIX BeuiecTB. B )KUBOTHBHIX KJIeT-
Kax 3Ta CTPYKTYpa O6bI41I0 OTCYTCTBYET.

10 uM

P uc. 2.14. Mso6paxenue KAeTo4HOH MeMODaHbl Ha 3JEKTPOHHON
MukpodoTorpapun

Y opnoknerounbix opramnu3amMos IIM npeacrapasier co6oit oa11opoaibIi
6apoep, B TO BpeMsi Kak y [IM kjieTKH TKaHU BO3MOYKHDB! H3MENIEIIUA CTPYK-
TYpbl, CBA3aIllIble C HATHYHEM MEXKJIETOYHbIX KOoHTakTOB. M3Bectio ne-
CKOJIBKO BUJIOB MEXKJIETOUHBIX KOHTAKTOB. [IpH NJI0THOM KOHTaKTe MeM-
6paHbl KJIeTOK IPUMBIKAIOT APYT K APYTY AOCTATOMHO 6JIH3KO, BO3MOXHBI K
MeXKJIETOUHbIe COeIuIIEHUs], TOCPEACTBOM KOTOPBIX OCYHIECTBJSAETCS 06-
MeH MOJIEKYJ1 X HOHOB. [1pH 11es1eBOM KOHTAKTe MeMOpaHbl COCeHUX KJIe-
TOK pa3jeJielbl MEXKJIETOYHbIM NPOCTPAIICTBOM IUPHUHOIL 10 2 HM. 3.ech
npy pyHKIMOHAPOBAIINY HEO6XO/IUM MepPeHoC HOHOB H 11e60JIbILUX MOJe-
KYJI 4yepe3 MeXXKJeTouHOoe nmpocTpaicTBo. Mnorga Mem6paiinl KJI€TOK pas-
JesieHbl 6GoJiee IIMPOKUM HIPOCTPAIICTBOM — OT 13 go 35 uMm. B gamniiom
cJry4ae HAGJIIOAAIOT U3MeHeH sl TPUMEMOPAITHOTO CJIOS IUTOIIa3MBI H AaXKe
camoit MeMGpanibl. Takoif THID MeXKJETOYHOrO KOHTaKTa I1a3blBaeTcs
necMocoMoit (puc. 2.16).
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Puc. 2.15. CxemaTHyeckas MoAe]b y4acTKa KJETOYHOH MeMGpaHbl
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Puc. 2.16. Tunbi MeXKAETOYHBIX KOHTAKTOB: @ — TIJIOTHbIM, 6 — KOHTaKT
CO UIeJIbI0; ¢ — JQecMocoMa

B ITM nocTosnHo IPOUCXOAUT ABHKEHHE MAKPOMOJIEKY 1, ee 3JIaCTHY-
HOCTb MeHsAeTcA. ORHAKO CBsI3b MEXaHWYECKUX M3MeHeHHH ¢ (PyHKUHOHA-
poBaHueM MeMOpaHbI HcclefioBaHa MaJio. TPYIHO TakKe OIIPEAETHTD, KaKue
MeXaHH4ecKHe H3MeHelnA CBA3aHbI C cCaMoit IUTa3MaTH4ecKoH MeMOpaHoi 1
KaK{de — C rHaJom1a3Moi.

B nnasmatudeckux MeM6paHax BCeX 3YKaPHOTHYECKHX KJETOK 60JIb-
HIMHCTBO GENKOB, PACIIONIOKEHHBIX Ha IOBEPXHOCTH KJI€TKH, X HEKOTOPBIE
JIMITHJHbIE MOJIEKYJIbl HAPYKIIOTO MOHOCJIOA KOBRJIEHTHO CBA3AHbI C OJTHIO-
CaXapUAHBIMY LieMAMH. YTJIEBOIHbIE ey MOTYT GbITh CNOKHbIMH. (DYHK-
LMY HX NIOKa He YCTaHOBJIElbl, HO NPEeANONATaeTcs, YTO HEKOTOphIe U3
OJIITOCaXapH/HBIX IleTleff yJacTBYIOT B IpolleccaX MeXXKJeTouHoi pellen-
HUH.
ODyHkIMH N1a3MaTHYECKAX MeMOpaH MHOTOO6pasHbl: MexalnyecKas
3aIMTa COAEPKUMOTO KJIETOK; HX 2JIEKTpHUeCKast H30/1HA OT OKPYXKalo-
e cpeznl; y4acTye B CHIITe3e KOMIIOHEHTOB KJIETOUHBIX CTEHOK H JIOKA-
JIM3allus PeLeNnTOPOB M NOBEPXHOCTHBIX AHTHTEHOB; NOTJIOIEHHE CBETA;
aJresus ¥ CAWsIHNE; A36UpaTe bHOE NIPOIYCKAHNE HOHOB ¥ HEGOIbIIKX MO-
JIEKYJ1; IpoBejeHHe HEPBHOIO MMITY/IbCa; IK301HTO3 ¥ SHAOLMTO3; OCYyHIe-
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CTBJIEHHE TIbe303JIEKTPHIeCKOTo addeKTa; hyHKIUUA «GHONOTHIECKHX Ha-
coB». BonbIIMHCTBO U3 nepeyncaenHbIX (pyHKIMH NIa3MaTHIeCKON MeM-
Gpaibl TecHO CBsi3aHO ¢ pa6oToil Lesnoi KaeTku. Beaymast poab uMenio
ILJIa3MaTHYeCKO MeMOpaHb! 3aKJII04AETCS B O6ecTiedeHNH ATe3UH, IKTO- U
SHAOLUTO3A.

Adzesus xaemox. OfHa u3 BaxkieHIMX QYHKIMI 11a3MATHYECKUX MEM-
6pan — oGecrevelde cluensienus Kaetok apyr ¢ apyroM (aaresus). Co-
eAuleHne KJIeTOK BO3MOXKHO 61aroiaps HaJIHYKIO Ha HX NOBEPXIIOCTH CIie-
LMaJA3NPOBAHHBIX CTPYKTYD — BbIPOCTOB. OCymieCTBIsAETCA Cliellielnye
KJIETOK Pa3HbIMH CNIOCOOAMHU: B OJHUX CIAYYasAX CO3JAETCA MEXaHHYeCKoe
CllenieltHe 110 THIIY «BBICTYN — THE3J0%, B APYTHX MeXAY MOJIEKYIaMH,
BXOJAIMMH B COCTaB CTPYKTYP-BbICTYIIOB, YCTAHABIUBAETCS XUMHYECKast
cBs13b. CylecTBYeT NpeJnoIoKeHne, Yro MeXXKIeTOUHAs >KUAKOCTb COjlep-
RMT CKJenBalouiee BeuiecTso. Oci10BOMH 47151 TAKOTO THIIA KOIHITAKTa MOXKET
6bITh OpraHuvecKas CoJb Kabius, 06pa3yionias CBsI3U ¢ KapOOKCHIIbIILIMH
rpynnamy 6eIKOB U JIMNKZOB. JTO UpPeANON0KeHNE NIOATBEPIKAAETCS TEM,
YTO ¢ TMOHMIKEIINEM KOHIEHTPALAH KaJblHA B MEXXKJIETOYIOH KU/ KOCTH
CIOCOGHOCTD KJIETOK K aJre3NH yMeNbIIaeTCs.

BsauMozeiicTBye KJIETOK CYHIECTBEHHO 3aBHCHUT OT BeJIMUHIbI IOBEPX-
nocruoro 3apsga [IM., OTpunaTtensublil 3apsaf Ha MOBEPXHOCTH KJETOK
BbI3bIBAET HX B3aMMHOE OTTAJIKUBAHHE, CHJIA KOTOPOTO OIIpeieISeTCs Belu-
YHHOIi 3/IeKTPOKNHETHYECKOTO NoTeHMaa. Eciin qeficTBHeM TPHIICHIIA BbI3-
BaTh MOJIYIO JE3UHTErPALMIO KJIETOK TKaHeit (HanpuMep, KypHHOTO sMGpH-
OHa), TO Yepe3 HEKOTOPOE BPEMs MOXHO HaGI04aTh CAUSIHAE OJHOTHINIBIX
KJIETOK H 06pa30Balye arperaTos U3 KJeToK oanoit Tkanu. Ecym cMeniats
KJIETKH 3apojbiliiedl pasHbIX BHAOB, TO UX NOCHeRylomas ajre3us 6yner
CBsI3aHa He C BUAOBOH Cllenu(PHYIIOCTDIO, a ¢ TKAHEBOH NPUHAAIEKHIOCTHIO.
[o-BuauMOMYy, OpraHM3alUsA KJIETOK B TKaHH 06yCJIOBJIeHa JOKaAu3anuei
Ha KJIETOYHO TIOBEPXHOCTH CIlelliaabHoro Mexanusma. Crioco6HOCTD K af-
re3UH Y BCEX KJIETOK pa3/M4lia: KJETKH 3/I0Ka4eCTBEHHbIX OMyxoeii o6a-
Ja10T 6oJiee HA3KOMH CIIOCOGHOCTBIO K a/re3uy, YeM HOpMaJbHbIE, YTO 06bsIC-
HSIETCS TIOHHXKEITHbIM coaepskanueM CaZ* B paKOBBIX KJEeTKaxX H COOTBET-
CTBEHIIO WX BBICOKHM NOBEPXIIOCTIIbIM 3apsA oM. [loBbllileH e 371eKTPOKH-
HEeTHYECKOTro NOTEHIIHAIA BbI3hIBAET BO3PACTAHUE CHJI B3aUMHOIO OTTAKH-
BalHs1, II0OITOMY OIIyXOoJieBbie KJIETKH 06/1afaloT 60/iee BHICOKOM TOABHXKIIO-
CTBIO IO CPABHEHHIO C HOPMAJIbHBIMHA. OIH JIETKO OTPBIBAIOTCS OT O XOJH
H YHOCSTCS C TOKOM TKaHEBOMH XU/IKOCTH, HHUIMHPYS o6pa3oBaliue Mera-
CTa30B.

Ix3oyumo3 U sndoyumo3s. KneTkH BbIAENAIOT CEeKpeT U TNOTAOU[AIoT
MaKpOMOJIEKYIbl MOCPEACTBOM 9K301[HTO3a H 3HAOUMTO3a. [Ipu sK30ouHTO3E,
KOT/1a BE3UKYJIbl CJIMBAIOTCA C TIJIa3MaTH4YeCKOi MeM6panoii, HX conepxu-
MOe BbICBOGOXKaeTCs Hapyky. [log TepMUHOM «3HAOLMTO3» NMOAPa3yMe-
BalOTCs (HaroliuTO3 ¥ MUIOLUTO3 — IPOLECCHI, IPH KOTOPLIX TBEPAbIE H
XHUJKHE MAaTEPHAJB! TPAHCIIOPTUPYIOTCS U3 BHEKJIETOYHOIO MPOCTPAHCTBA
BHYTpb KJIeTKH. [Ipu a11011TO3€ JOKaAbHble YYAaCTKH ILIa3MaTHYecKoH
MeMGpalibl BHISTYKBAIOTCS ¥ OTIIENUISTIOTCS] BHYTPH KJIETKH, (DOpMUDYs ITy-

46



3bipbkH. [Ipu daroiyTose HopMHUPYIOTCA KPYNHbIE y3bIDbKH, TIPH ITHHO-
LUTO3e — MeJkUe. BObIIMHCTBO SHAOUTO3HBIX ITy3bIPHKOB B KOHIE KOH-
1[OB CJIMBAIOTCSI C IEPBHYHBIMA Ju30ocoMaMiu. IIpu aTom o6paayioTcs BTo-
pHYHbIE TN30COMEI, B KOTOPBIX NlepeBapUBaercsa GOMbIIAs YACTh MAKPOMO-
JIEKY ISPHOTO COAEPKHMOTO Iy3bIprKoB. OCHOBHAS jKe YaCThb MEMOPAHHBIX
KOMIIOHEHTOB ITy3bIPbKOB YAAJIAETCS U3 BTOPHYHBIX JTU30COM U BO3Bpalla-
eTCA B ILIa3MaTH4ecKyio MeM6paity. O6a npoliecca — 3K301[UTO3 H 31L10-
LATO3 — TPEACTABASIOT CO60M NoKaabHble 0TBeTsl [IM M uMTOmIA3MBI
KJIETKH NIPH BBIMOJMHENNHN (PYHKIMOHANIBHOTO 3a11poca. BoNbIIMHCTBO Kiie-
TOK JKHBOTHBIX y4acTBYeT B (P)OPMHPOBAHHH 3H/IOLMTO3HBIX NY3bIPHKOB,
YTO BbI3BIBAET NOIJIONIEHNE BHEKIETOYHOM KUAKOCTH ¥ PACTBOPEHIIBIX B
Heit Bemects (xuaxodasubiil sHa0UUTO3). Kpymiibie BHeKIeTOUbIE YACTH-
Itbl, TAKHe, KaK OGJIOMKH KJIETOK WM MHKPOOPTaHH3MbI, 3aXBaThIBAIOTCA
(aronuTaMu — cnelMATH3UPOBAHHBIMHA KJIETKAMHU, UMEIOIMMH Ha TIOBEPX-
HOCTH DeNeNITOPHI PAa3/MYHBIX THIIOB ¥ o6ecneunBalouMy ¢aronuros. Y
OMHOKJeTOYHbX (HanpuMmep, aMe6bl) SHAOLUHUTO3 HENOCPEACTBEHHO CBA3aH
C IIUTaHHEM; BHYTPHKJIETOUHbIE BaKyoJIM, 06pa3yiouIsecs B pe3y/IbTaTe CJH-
SIHMS SHOIMTO3NBIX MY3bIPHKOB H JIM30COM, MOKHO PACCMATPUBATh KaK
TIPUMUTHBHBI [IMILIEBAPUTEIbHBIH amapar (HU3KOMOJIEKY IIPHbIE TPOAYK-
TBI IOCTYIIAIOT B IMTONJI2a3My, a HellepeBapeHHbIE BLIOPACHIBAIOTCS B KJET-
Kd). Y MHOTOKJIETOYHBIX B pe3yJbTare (HarolMTo3a H30JUpyIOTCSA U YHAY-
TOXKAIOTCS TPOHUKAJOUIHE B OPI'aHU3M NIATOTEHBI.

TIpn musoIITO3e KJIETKH aKKYMYJIMPYIOT Pa3J/IMYHbIE MOJIEKYJIbI M3 BHEIL-
Heii cpeabi. [IMHOLMTO3HBIE My3bIPBKH OOBIMHO OYeHb MaJIbl H C1a6opa3Jn-
YUMbl B CBETOBOM MHKpOcKoNle. OHH NPHCYTCTBYIOT B KJETKE B OYelb
6GoubiioM KorrdecTBe. IITMHONUTO3 NPUCYI KJIeTKaM Pa3/IMYIIbiX THIIOB.



Faasa 3
OCHOBHBIE ®YHKIIUN KJIETKH

W3 MHOKECTBa IpHCYIUX KIeTKaM (hYHKUHH Mbl PACCMOTPHM Te, KOTO-
pble CBOMCTBeIIHBI IPAKTHYECKH BCeM (I BO BCAKOM CJIydae MOAABJISAIO-
meMy GOJBIINHCTBY XODOLIO H3YYeHItbiX 6HO¢)H3HKOﬁ¥qTHIIaM KJIETOK.
ITo NPOHAIAEMOCTD ¥ TPAIICTIOPT HOHOB H BeleCTB, 6HO31eKTPOreHes, pe-
TeTMA ¥ TTOABHKHOCTD.

3.1. IPOHUIIAEMOCTDb 1 TPAHCHIOPT BEUIIECTB
B BHOJOINMYECKHX MEMBPAHAX

Onna u3 Baxkneiinmx ¢yHxupii GHONOTHYecKOi MeMGPAHbI 3aKII0YAET-
cs B ofecneveliy o6Merla HOHOB M MOJIEKYJT MEXIY KJIEeTKOH H OKPyKalo-
mtedt cpenoil. C mosuuuil TepMOAUHAMMKH KJIETKA — OTKDbITast CHCTEMa,
HeNpephIBHO 06MEHHBAIONIAsICA BEUIECTBOM U SHePruei ¢ okpyskalolllei cpe-
Jo#. Croco6HOCTb GHONOrHYeCKUX MeMGpaH IIPONycKaTh Yepes ce6s pas-
JIUYHbIE BEWECTBA HA3HIBAETCA IPOHUNAEMOCTBI0. [JaHHblit pasgen 6uopu-
3MKH NOCBAIIEH AUHAMUKE BXOJA BEIECTB B KJETKY U BbIXOJa U3 lee,
MeXaHu3MaM pacIpejeeHus BEIEeCTB MeXAY KIeTKod U cpeioii B cocTos-
HUM TOKOS ¥ IpH pyHKIMouupoBanuy (pa6oTa KaHaJoB, EPEHOCUHKOB H
HacocoB). VsyyeHue NPOIULAEMOCTH KJIETOK HMeeT 60osplIoe 3HAYelue,
MIOCKOJIbKY C JaHHOH ¢pyHKIHeH CBsI3aHBI NPaKTUYECKH BCe POLECCh KU 3-
HelesITeALHOCTH KJIETKH: MeTaGoMM3M, reHepalis U npoBejeiide GHONOTeN-
1[MAJIOB, CeKpells1, pelienmius ¥ T. A. Fi3y4eHue npoileccoB POHHUI[AEMOCTH
HMeeT TaKxe GOJBILIOe IPAKTHYECKOe 3HAUeHHe /51 GHOJIOTHH, CENBCKOTO
X035HCTBa, MEUIHHBI, (PapMAKOJOTHH U TOKCHKOJIOTHH.

3.1.1. METOJAHN HU3YYEHHUA NMPOHHIAEMOCTH

Iina uccnenoBaHus MPOHMI[AEMOCTH KJIETOYHBIX MEMODaH B HACTOsIee
BpeMs IPHMENSIOT P (PU3HKO-XUMHYECKAX METONOB: 06beMHble (0CMO-
THYeCKHe), HHANKATOPHbIE, METOAbI AHAIMTHIECKOMN U KOJIOMAHON XMMHH,
METOJ{ ONIpe/iesIeHNs1 3NeKTPOTIPOBOAIOCTH, METO MeYEHBIX aTOMOB, PETHCT-
paips (IyopecueHINH, PAXHOCIIEKTPOCKOINA U IP.
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HauGonee mpoctbie ocmomuueckue memodor HCCNEAOBAHHS IPOHUIlae-
MOCTH MeMOpaHbl OCHOBaHbl Ha PErHCTpAllMM U3MeHeHHIH o6beMa KIeToK
IIpH TIOMENEHHH HX B I'HIep- HJIM THNOTOHHYecKHe pacTBophl. Korza kier-
KH [IOMEINAIOT B THNEePTOHMYECKHIH pacTBOP, TO BCJIEACTBHE BHIX0AA U3 HUX
BO/bI O6BbEM UX YMeHbILAETCs, a TI0 Mepe TIOCTYTI/IEHUA BelllecTBa B KJIETKY
PAasHOCTb OCMOTHYECKOTO JABJEHHS CHH)KAETCA M OHA BOCCTAHABJIMBAET
CBO# nepBoHaYabiiblii 06beM. [1o ckopocTa BoccTaHOBNEHHs o6beMa KJle-
TOK CYAST O CKOPOCTH IPOHUKHOBEHUSA B HUX BellecTB. /{151 06beKTHBHOM
OIIEHKH 3THX NPOUECCOB CYIIECTBYIOT HEKOTOPHBIE JOTIOJHHUTEIbHbIE NTpoLie-
JAYPbl: B3BeCh KJIETOK 1leHTpUdYTUPYIOT U JIU60 OTIpeIeNaIOT CyMMapHbIi
06'beM B3BECH C TIOMOILBIO TEMATOK PUTA, THGO OLIEHUBAIOT THHAMHKY H3Me-
HeHUs1 CBETONPOIIYCKAHMS WM TIOKa3aTe s IpeoMJieHHs Kietok. K Heno-
CTaTKy JAHHOTO METOJa OTHOCHTCS BO3MOXKHOCTb IIPDUMEHATH ero A/ pa-
6OTbI C OrpaHAYeHHbIM KPYToM 06beKTOB (KpyIHbIe KJIETKH BOAOPOCJIeH,
SPHUTPOIMTHI H T. 1.). IIpH HCCAENOBAHMAX IPOHAIAEMOCTH TAKMX BEILECTB
(nampuMep, caxapa ¥ AMEHHOKHCJIOTbI) MOXHO HCIIOIb30BATD JIHIIb MX BbI-
cokue KOHLenTpauny (IIpy MajibiX KOHIEHTPALUAX BELWIECTB TPYAHO ONMpe-
JIeJIUTh H3MeHeHHe o6beMa).

Hnouxamopnvie memodst (¢ HCTIONb30BaHHEM (DIYOPECIEHTHBIX 30H-
I0OB) OCHOBAHBI Ha W3MEHEHHHM OKDACKH KJETOYHOrO COAEPKHMOTO NpH
HOCTYILIEHHWH ONpe/ieNleHHbIX BelilecTB. CyTh MeTO/Ia 3aK/TI0YAETCA B TOM,
YTO Cliavajia B KJIETKY BBOZAT XpoModop (MHAMKATOD), a 3aTeM NIOMEMAIOT
€e B pacTBOP C HCCIAeAYEMBIM BEHIECTBOM M HAGMIONAIOT H3MEHEHHE OKpa-
mmBanua. HemocTaTky JasHO# rpynnbl MeTo0B CBA3AHHI € TEM, YTO Majibie
KOHIIEHTpAlMH KpacuTeJiell TpyIHO 06Hapy KUTh, a 60JIbIIIe TOKCHYHBL; KPOMe
TOTrO, 60JIbIIIas YACTh KpacHuTesedl B KJIeTKe, Kak MPaBHJIO, BKJIOYAETCS B
MeTaGoMM3M, YTO HCKa)KaeT pe3ysabraThl UccaeJoBaHHSA. O4eBHIHO, YTO
OCMOTHYECKUIH M MHAHKATODHBIH MeTOMbl MO3BOJIAIOT IOJYYHTh TOJHKO
KavyeCTBEHHBIN OTBET, HO He UCIOJIb3YIOTCS AJISI KOIUYECTBEHHOH OLeHKU
U3MeHeHHs] TPOHUIIAEMOCTH MEMGDAHBI.

BecbMa HaJeXHb! B HCCIEOBAHHAX ITPOHUIIAEMOCTH XUMUUECKUE Me-
modvt, OCHOBAHIIbIE HA HETIOCPEICTBEHIIOM aHAJIH3€ COCTaBA BHYTPHKJETOY-
HOTO coAepxuMoro. OJHAKO 9TH METOMbI CJOXKHBI, ¥ YUCJIO 06BEKTOB, IJIs
KOTOPBIX OHH IIPHMEHUMbI, OTPAaHHYEHO.

B :eK0TOpbIX CiIyYasiX NPOHUIAEMOCTb ONPEAENSIOT MemoJoM KOH-
dyxmomempuu (31exmponpoeodnocmu). ViccnenoBatue 3/1eKTPHYECKHX Na-
paMeTpoB (OMH4YECKOE M eMKOCTHOE CONIPOTHBJIEHHE) KJIETOK M KOMIIOHEH-
TOB IJIa3Mbi KPOBH H [PYTHX TKalell NIPOBOAAT C TIOMONIBIO TAPOKONOJIO-
CTHOro CHH(a3HOTO MOCTa MepPEMEHHOTO TOKA, YTO O6ecneynBaeT MaKCH-
MAaJIbHYIO YYBCTBUTENLHOCTD ¥ HE3ABUCHMOCTH I1JIEYEBOTO Koaddulmelta
OT YacCTOThI IOJABAEMOT0 JIEKTPHYECKOI'0 ToKa. BeroMoraTenpHbie ieun
MOCTa 06pa3oBaHbl BTOPHYHBIMHE OOMOTKAMH M POKOTIOJIOCTHOTO BBICOKO-
4acTOTHOro TpaHcgopmaTopa. OTHOLIEHHe BCIIOMOTATEAbHbIX I1JIe4 COCTaB-
aster 1:20. AMNIUTYJa TECTHPYIOWETO CUTHA/Ia He AO/DKHA IIPeBbILaTh
100 MB, uacToTHbIH Auanason — ot 0,2 xo 1 000 kI,

OanuM u3 HauboJiee AIeKBATHIX CIIOCOGOB HCCIeJOBAHUS MPOHHIIAE-
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MOCTH KJIETKH SIBJISAETCA MEMOO MeUeHblX dmomOo8, KOTODbIH NIO3BOJISIET C
HOMOIIBIO PAJHOAKTHBHHIX U CTaGHJIBHBIX H30TONOB HCCIeNOBATh llepepac-
npejieieHye ¥ TPAHCIOPT HOHOB M Pa3XMYHBIX BelllecTB. Mccaenyemoe Be-
ILECTBO «METSAT», BKJIOYAsA B €0 MOJIEKYJIbl PaiHOAKTHBHbBIE aToMbl. Eciu
JaHHOE BEHIECTBO NIPEACTABIEHO ATOMAMH HJIM HOHAMH, TO HX MOXKHO 3aMe-
HHUTb PaHOAKTHBHBIMH HAH CTAGHIBHBIMH H30TONIAMH JAHHOIO 3JIEMENTA.
Iocne mocTynIeuss Me4eHOTO BEIECTBA B KJIETKY OHO PETHCTPHPYETCH C
HOMONUBIO CYETYHKOB PAJHOAKTHBHBIX YacTHl. [IOCKONBKY paguoaKkTHB-
HOCTb KJIETKH TIPONIOPIIMOHABHA KOJIMYECTBY IIOCTYNHBILETO B Hee Bewje-
CTBA, JAaHHBIN METOJ AaeT KoJMYeCTBellHble pe3ynnsTaTsl. [Ipy nabmoaenuu
BBIXOJa BelleCTBA M3 KJETOK B CpPely IpeABapUTeNbIO BBOIAT MedeHoe
BEHIECTBO MyTeM MHKPOMHDbEKIIMH WM BhIDALIMBAHUA O6bEKTa UCCIEN0Ba-
HMA B Cpelle, CoepKalleil Me4eHoe BEeNIeCTBO. 3aTeM ONpeeistioT BBIXOAs-
1Me H3 KJETKH NOTOKH AaHHOro BewlecTBa. /{aHHbIH MeToA TOYHbIA H
NOJIb3yeTcs GoJbILOMH ToNny AApHOCTHI0. OH NMO3BOJISIET BBOAUTD B KJIETKY
HCCJIeyEMOE BEIECTBO B HU3KHX KOHIIEHTPALIUSAX, He HAPYIIAJOIMX ee KU3-
HeesTeIbHOCTb, H3y4ATh IIPOHULIAEMOCTD HE TOJIbKO MOJIEKYJT Yy>KePOIHbIX
KJIETKe WJIN SIIOBHTHIX BEHIECTB, HO M COeMHeHUH, BXOJAIMNX B COCTAB
KJIETOK H MeXKJIeTOUHOMH >KHAKOCTH opraHuaMa. C nMOMoubio H30TOITHOTO
MeToza yaaercs AU pepeHIEpoBaTh IOTOKYU BellleCTBA U3 CPENbI B KJETKY
# o6paTHO. Oco6ast LeHHOCTD €T0 B TOM, YTO Ol yA06eH A/ HCCIeA0BAHUSA
BXOJa ¥ BbIXO/JA BENECTB B HATUBHLIX YCJIOBHUSX,

[ns pa6oTbl co CTaGHIbHBIMH H30TONIAMH B 6HO(H3NKe IIHPOKO HC-
TIOBb3YETCA METOJl MacC-ClIEKTPOMETPHH.

Boabliras 4acTb HMEIOUIMXCSA HA CETOMHA CBENEHUH O MEXaHU3MaxX JBH-
JKeHUS HOHOB Yepe3 GHOJIOTHYECKHEe MeMOPaHbl, TeHepaly GHO3IEKTpHYE-
CKMX IIOTEHIMAJIOB, PACIPOCTPAaHEHHH BO36Y K ieHHs 6blIa NIOJTydeHa UMeH-
HO C IOMOUIBIO METOJA MEUEHDbIX aTOMOB.

3.1.2. TIACCUBHBI/ U AKTUBHBH TPAHCIIOPT BENIECTB
YEPE3 MEMBPAHY

ITocTynnenne HedTpaNbHBIX MOJIEKYJ X HOHOB B KJIETKY OCYILECTBJISA-
€TCsI 3a cYeT ITaCCHBHOTO ¥ aKTHBHOTO TpancnopTa. [laccuBHbli Tpancnopt
He CBA3aH NPSMO ¢ 3aTpaToif XHMHUYeCKOH SHEPTHH; OH OCYILECTBIISAETCS B
pesyJbTate AU ¢y3un BelleCTB B CTOPOHY MEHBLIETO 3IEKTPOXUMHYECKO-
ro moTeHlMata. AKTHBHbIH TPAHCNIOPT NPOHCXOAUT IIPH 3aTpaTe XUMHYe-
cxoi aneprun ATO unu nepeHoce 3JIEKTPOHA 110 AbIXaTebHOI 1IN MUTO-
xoHApHi. Bosbllioe sHaueHHe 1151 )KU3HEAEATENBHOCTH KIETOK MMEET SAB-
JieHHe CONPSHKEHHOT0 TPAaHCTIOPTa BEUIECTB M HOHOB, KOTOPOE 3aKJI04aeTcs
B TOM, YTO NIEPEHOC OHOTO BemecTBa (HOHA) NIPOTHB 3J1EKTPOXUMHUYECKOTO
rpafivenTa 06YyC/NOB/eH OTHOBPDEMEHHLIM NMepPeHOCOM JAPYTOro BeliecTBa

MOHA) B HANDaBJIEHHH CHH)KEHHMS 3JEKTPOXHMHYECKOTO TIpaZHeHTa.
CXCM;ITH‘{CCKH COBOKYNHOCTb JaHHBIX IIPOLIECCOB TpeACTaBJeHa Ha
puc. 3.1 — 3.3.
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0, Na* ’ K* K'Na*
PR —_ Q‘__. C_ — _
JivmnaHbi Bo36 \ / U { )
6ucaoit 030yuMas O C )
MeM6pana N/ J (3
| y Q' |
ITpocras Onddysns Bammomimpnx T'paMnumaua
au 3ust yepe3 KaHas .
bby P HogsraxHbiit ScradeTHblil MepeHoc
TepeHOCYHK
a 6 €

Pwuc. 3.1. ITaccuBHbI mepeHOC MOHOB yepes MeMOpaHbl: ¢ — BCe OGMOJOrMYCCKHE
MceMOpaHbl; 6 — BO30yXMMBIE HUTOMEMOPaHbl HEPBHBIX M MBILUEYHBIX BOJOKOH; 6 —
MofiesIbHble MeMGPaHbl B MIPACYTCTBUM MOHOGOPHBIX AHTHOWOTHKOB

ATO AO+D,

AT® AlD+®, ATQ ALD+®@,

y
Ca?*-ATQ-a0a Na+K+—A\ [©-am
etndt——
\
+
2 Caz + X 3Na + 2H +
Kanbunesbrit Harpuenniit ITporonnas
Hacoc Hacoc noMma
a 6 ]

Puc. 3.2. AKTHBHbBIH mepeHOC WOHOB NMpPH pa6ore TpaHcnoprHuix AT®-a3: a —
MeMGpaHb! CapKOMJa3MaTHYECKOro PaTHKYAyMa; 6 — LMTONIa3MaTHYeCKAe MeMOpaHbI;
6 — 3HEproCOnpsiraomme MeMOpaHbl MUTOXOHADWIA, XJOpOMNAacTos M 6akrepmit

Na*-rmokosa H* Ca?*
N/ 1
e” \ e
H* OH™ H,PO,
Conpsixenne ConpsixeHnne Conpsixenune
Ha NMepeHOCYnKe yepes ApH Yepe3 AQ
a 6

Puc. 3.3. ConpsikeHHbili TPaHCIIOPT WOHOB W BEIIeCTB uepe3 MeMOpaHbl: @ —
anMKanbHass MeMOpaHa KJIETOK SMUTENAs; 6 — BHYTPCHHAN MeMOpaHa MHTOXOHAPHIA;

¢ — TMOTOK 3ACKTPOHOB IO IbIXaTeJAbHON Ienmn
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3.1.2.1. IlaccuBuniif Tpancnopr

Pa3anyaloT caefyioline BH/bI AaCCUBHOTO TPAHCTIOPTa BEIIECTB B KJET-
Kax ¥ TKauax: Auggysus, ocMoc, GpupTpauus.

Audppysus

Hduddysus — ocHOBHOI MeXaHH3M NTaCCHBIIOTO TPAHCIIOPTA BEUIECTB,
06yCJIOBJIEHHbIH HaJIWYKeM KOHIeHTPallHOHHOro rpaienTa.

Pa3/myaloT HeckoabKo BHAOB pddysun:

— rnipoctas auddyaus, koraa Auddylupyioilee BenecTBO ABHKETCA
TIO FPajiInenTy Yepe3 MeMGpaHy, He 00pa3ys KOMILJIeKCa WM NIPOHMKas ye-
pes KaHaJ;

— orpannyennas audgyaus, Koraa HOH, IPOXOAALMIL uepe3s MeMOpaHy,
TOABEPraeTCa BO3AeHCTBHUIO 3apsKEHHBIX IPYNN 6eKOB, HAXOAAUMXCA B
Kalla/ie ¥ OTPaHMYHBAIOINX CKOPOCTb NOCTYIAEIHA BelllecTBa B KJETKy;

— obneryennas A y3us, OCyUIeCTBsAEMast ¢ MOMOIIBIO TAK Ha3biBa-
eMbIX NIEPEHOCYMKOB — OEJIKOB WJIM MOJEKYJ/ISPHBIX KOMILIEKCOB, o6aaa-
I0IIMX Criel(HYECKUM CPOACTBOM K Olpe/ie TeHHbIM BElecTBaM.

Hpocmas ougpgpysus — aro camonpounssonbiblit Gpuanyeckuit npo-
Lecc IPOHMKHOBEHHUSA BellleCTBa U3 061acTy BBICOKO# B 06,1aCTh MeHblIeH
€ro KOHIEHTPalluy B pe3ybTaTe TENJAOBOro Xxaotuyeckoro (6poyHoBcko-
o) ABWXEHHUs MoJeKyJl. MarteMaTuyeckoe 060CHOBanHe npouecca aAuddy-
auu BnepBble fan A. @uk. Cornacho nepsoMy 3akony (Duka ook aud-
¢bysus NpAMO NpONopuHoHajeH rpaaneHTy kohuentpauun dC/dx:

J=-D (dC/dx),

rae J — KOJMYECTBO MOJeil BeleCcTBa, NIEPEHECEHHOro 3a eJUHHLY BpeMe-
1M, MOJb - cM2 - ¢!, D — koapduument auddysun, cm?/c”; C — Kon-
HeHTPAUHMs; X — KOOPAHHATA.

TakuM o6pa3oM, noTok BeuiecTBa npu AHQ¢y3nyu — 3TO KOXIHYECTBO
BeltecTBa (B MoJsx ), AN YHAUPYIOUIEro 32 eANHHUITY BpeMeHH Yepe3 JaH-
Hy10 IIomaAb. [pagenT KOHIEHTPalMH — W3MeHeHHe KONLEHTPaluH Be-
1IeCTBa Ha eJUIHIly AHHbI B HanpaBaenun Auddy3un. 3nak «MUHyC»> B
TNIpaBo# YacTH ypaBHEHHA O03HayaeT, yTo An¢y3Hs NPOUCXOANT U3 06aa-
cTH 60JblIEH KONIEHTPalNH BentecTBa B o6nacTb Menbieit. Koadgpuument
AuGy3UN 3aBUCHT OT NIPHPO/IbI BEL(ECTBaA, TEMIIEPATYPhl U XapaKTepuayeTt
€ro CNoco6HOCTb Kk AU dy3un. [asa HN3KOMONEKY NAPHBIX HEINEKTPOIH-
TOB KO3 dumment auddysun D = 1075 cM? /.

HMnddysusa ocyuecrsaserca B CIeyIONMX OCHOBHBIX CAYYasX;

— TIEPEHOC HOHOB UJIH BEl[eCTBa B HeNlepeMeIINBaeMbIX CIOAX BOIH3H
MeMOGpaHbI;

— TPaHCNOPT Hea1eKTPoAUTOB (ra3oB) yepes MeM6pany.

OG6Br4HO 1IpH UCCIIE0BAHMY TIPOHMIIAEMOCTH KJIETOYHO! MeMOpalib! KoH-
UEHTPALMOHHbIA I'PAIHEHT ONPe/IeMTb TPYAHO, TO3TOMY A/ OTHCAHUSA Aud-
¢bysuu BeulecTBa yepes Hee NOAb3YIOTCA 6oJee IPOCTBIM ypaBHEHHEM:

J=-D (Cnu - Cuap)/h =P (Cuap_ Cnu)'
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rae C,,, C,,, — KOJHYECTBO BElleCTBa COOTBETCTBEHHO 1O PasHbIe CTOPO-
Hbl MeMOpaHbl, MoNb; P — k03¢ UIMEHT MTPOHULAEMOCTH, aHAIOTHYHDIN
koaddummenty angpdyann, Ho 3aBUCALINIA He TOMBKO OT IPUPOABI Benie-
CTBa ¥ TEMIIEPATyPBl, HO ¥ OT CBO}CTB MEMODaHBI.

B o6memM ciyvae nectaunonapuoit Audgy3nu KoHIEHTPAlMSA BEILECTBa
B J1I060ii TOUKe MOXeET MeHATbCA co BpeMeHeM (BTopoii 3akoH Muka):

2
dc/dt=D l—f.

ITpochuab KoHIEHTpaLMH, JOCTUTaeMblil K MOMEHTY BpeMeHH ¢, XapaKTepHay-
€TCAl TTapaMeTpoM X:

22 =4Dt.

B ctauuonapiioM coctosiiinu, korga dC/dt = 0, pbinofHseTCS yCa0BUE
dC/dx = const, u B JaHHOM cy4ae NPO(UNb IMEHEHHsl KOHLEHTPalluH
BELeCTB2 JUHEEH.

IIpoHNKHOBeHVEe PaCTBOPEHHEBIX YacTHII, O6MaAI0NNX 3 eKTPHYECKUM
3apA/IOM, Yepe3 KJIeTOYHYIO MeMGPaHy 3aBHCHT OT e€ KOHLEHTPalMOHIIOro
¥ 9JIeKTPHUeCKOTo rpaguenToB. [loaToMy Npy 11pOTHBONOIOKHO Hanpas-
JIEHHOM 3/1eKTPHYECKOM IPAAHEHTE IIEPEHOC HOHOB MOXKET OCYLIECTBAATHCA
B HallpaBJ€HUH, NPOTHBONOIOXKHOM KOHLEHTPAllHOHHOMY rpaauenTy. Ilpu
HaJN4YU¥ 3THX ABYX ABMKYIHHUX CHJ TPAHCIOPT MOHOB OCYIIECTB/IAETCA IO
3/MEKTPOXUMHYECKOMY FpaHenTy.

O6aezuennasn oudpghyausn nveer 6oabluoe sHaueHne A GpyHKIMO-
HUPOBAHHA KAETKH. YCTAaHOBJIEHO, YTO CKOPOCTb IIPOHMKHOBEHMS B KJIETKY
TJIIOKO3bI, TTHIEPUHA, AMWHOKHCAOT ¥ HEKOTOPHIX APYTHX BELIECTB He HMe-
€T JMHe110M 3aBUCHMOCTH OT UX KoHleHTpauwH. [IpuueM npu onpeaenen-
IIbIX KOHIEHTPAIMAX CKOPOCTh MX POHUKHOBEHHS 3HaYHTe bHO BhIIIE, YeM
npH npocro# Aug¢ysun. Ita 0co6eHHOCTb OOBACIAETCA TEM, YTO B AaH-
HOM clty4ae Ha6Jiofaercs e npocras, a oberyeHHas Mg dy3ns, MeXaHuaM
KOTOpO}i 3akjioyaercs B clefyiomeM. BewecTBo camocToaTenbuo aud-
¢dbynaupyer uepe3 MeM6pany, HO ckopocTb M dysnn HaMHOro BO3pacTaeT,
€CJIH MOJEKYJBI 3TOTO BeulecTsa (Agoo6pa3ylo1' KOMILIEKC C MOJeKyJTaMu
nepenocyuka (X), koropslit xopolo pacTopsiercs B iunuaax. Ha nosepx-
HOCTH MeMOpaHBI MOJIEKY/IBI A COEAMHAIOTCA ¢ MofeKyJtaMu X M B BHJE
koMiiekca AX TPOHMKAIOT B KJeTKy. [asiee MoJsieky bl A 0CBOGOXKAAIOTCA,
a MOJIEKYJIbl Iepeliocunka JuGGyHMPYIOT K HapyKHO} NNOBEPXHOCTH MeM-
Gpalbl ¥ CBA3BIBAIOTCA C HOBBIMU MosekyMaMu A. [{nddysus c yyactneM
TNIepeHoCYMKa, KaK ¥ IPOCTas, IPOUCXOAHUT A0 TeX NOP, NOKa KOHIEHTpaLus
no o6e cTopolibl MeMOPaHBI He CTaHeT oAWHakoBol. Ecay xosmyecTBo Be-
HIECTB2 B CpeJie NOBBICHTD TaK, YTO IIPH 3TOM U3PAacXOAYIOTCA BCe MOJIEKY-
ABl BeltectBa X, To CKOPOCcTh AH(PGY3nu npy AaabHeHlleM NOBHUIEHUH
KOHIIEHTPallMH BelecTBa A yBesHYMBaThcA He OyfeT. B ofuem ciydae
KHHeTHKa obnerdeHHol AU ¢dysun noaYNHAETCA ypaBHeHHI0O Muxasiu-
ca — Menrana:
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j=-’max Sﬂap/Km+So'

rae J ., — MaKCHMaJIbHBIH [IOTOK; S,,, — HapyXXHad KOHIEHTPAIIMs nepe-
HOCHMOTO BellecTBa; K, — KoHCTaHTa Muxasmuca — Menrena.

Hannstit THI nnq)(byaml OCYUIECTBAAETCA C IIOMOLIBIO KAK MOJABHXK-
HBbIX, TaK ¥ (PUKCHPOBaHIBIX B MeMGpaHe nepeHocudkos. Ha puc. 3.4
TIpeACTaB/eHa cXeMa, HUTIOCTPUPYIoLIas nipollecc obneryenHol andysun,
a Ha puc. 3.5 nokasaHa 3aBUCHMOCTb CKOPOCTH NpocToi U obierdeHion
augysuy OT KOHIEHTPALUH TPAHCIOPTUPYEMBIX MoJieKy . B voHHOM Ka-
HaJle enb (PUMKCHPOBAHHBIX MIEPeHOCYUKOB MOXKeT BbICTUIATh H3HYTPH IOPY
KaHaJIa ¥ MOJIEKy./Ia TIPOHMKAIOLIETO BEIECTBa B 3TOM c/Iy4Yae IepefBUraer-
€Al OT OJHOTO y4acCTKa IIeNH K APYroMy. Y4acTHe NepeHOCYHKa B OCyle-
CTBJIEHUM AAHHOTO MeXaHu3Ma A1 Qys3ny NoATBEPKAAETCA KOHKYpeHiHeH
MeXX/y BeUeCTBaMH IIDH UX IIDOHHKHOBEHWH B KNeTKy. Tax, nocTymnienue
TJIIOKO3bl B MbillleyHble BOJIOKHA yMeHbIIAeTCs NPH BBEIEHUH B CDEAy
apaGHHO3b! WM MaHHO3bI. J[aHHas KOHKYPEeHIIHs 06ycJIoBeHa TeM, YTO IIpH
A06aBJIEHNH B CPefy 3TUX CaXapoB B PaBHOH Mepe HCIOJIb3YIOTCA MOJIEKY-
Jibl epeHOCYHMKa ¥ 3TO 3aTPYAHAET TPaNCNOpT IHoko3bl. Ecim nepenocu-
Mo€ BEUIECTBO 06pasyeT NPOYHbIH KOMILJIEKC C MEPEHOCYHKOM, TO COeHHe-
HHE NIOC/IEHETO ¢ APYTUMH BELIECTBAMH HCKJIIOYAETCA ¥ TiepeHoC OAHOro
M3 BelecTB 6yAeT OCYeCcTBAATHCA MaKkcHMasbHO 6bicTpo. Ilpeanonaraer-
Cs1, 4TO AAHHbIH MEXaHU3M JEXKUT B OCHOBE A€ CTBHA H3BECTHbIX UHTHGHTO-
POB TPaHCNOPTa NEHTO3 U rekco3 — cuiopua3uHa ¥ propernna.

TpancnopTupyemoe @
BeIIECTBO
JAvnuauerit @ @ @
6ucaoit «Ilour» © «Iluurs

BN -

TpancnopTHeri Gesok,
OCYIIECTBASIOTH i
obaerdennylo auddysnio

Puc. 3.4. Cxema omnoro w3 BapwaHtoB o6rerdenHoil awmddysun. Besok moxer
CYLIECTBOBATh B IBYX PasjNYHBIX KOHGODMALMOHHBIX COCTOSIHUSIX: <«MOHr» — Koraa
YYaCTKW [/ CBS3bIBAHWS NEPEHOCHMMOrO BeIeCTBA A OTKPBITBI C HapyXXHOH CTOPOHBI
6UC0s; «IMHr® — KOLAA T€ XK€ YYaCTKW OTKPBITHI C APYroH CTOPOHBL. 3TOT NMPOILECC
NOJHOCTBIO O6pPaTHM, HO NpM Gojiee BBICOKOW KOHIIEHTPALMM BeweCTBAa A ¢ HapyXcHO#
CTOPOHBI 6MCTOs1 C GeJIKOM-TIEPEHOCYAKOM GyZAeT CBs3bIBATBCH Gojblee KOJNUYECTBO
MOJIEKY/T B NIEPBOM COCTOSTHMH, YTO NPHBEZET K TPAHCNOPTY BeulecTsa A TO IPajHeHTy

€ro KOHUEHTpalluH
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Puc. 3.5. Knuernka quddysun c V nax -
TTOMOMBbI0 KaHanoo6pa3ylomero Ges- E_ : g
Ka H NPH yYacTHm GesKa-TiePeHOCUH- g 5o
kKa. B nepsom cayuyae ckopocTh BCe- g 28
Tlla MPOMOPUHOHAIbHA KOHICHTpaIMH & = g
TPaHCNOPTHPYEMOTO BElIeCTBA, BO BTO-  F =3
poM oHa fiocTuract Makcamyma (V. ) a4 ~ élz?ii};lmisgc??(mbm
Tp1 HaCBIMEHAN Geska-nepeHocumKa. ¥ Vinax/ 2 ¢ P nKa
Kounentpanws, npn koropoif ckopocTh e
COCTaBJsCT MONOBHHY MaKCHManbHo- &

ro 3Ha4YeHWs, NMPHHHMAETCA PaBHOMN
KOHCTaHTe CBA3bIBaHAA K, Mojexyn
TPaHCIOPTHPYCMOro BemecTBa NaH-
HBIM TEPEHOCYNKOM K, KoHnenrpanumns
TPaHCHOPTHPYEMBIX
MOJIEKYA

B Hacrosee BpeMs npuposa MoJIEKy.1-IePEHOCYHKOB, 06JIeryalomMx
Ancddysuio, HesICHA, XOTA PSI aBTOPOB NPE/TIOIArAIOT, YTO 3TO KOMILIEKCHI,
pacTBOpHMBIE B AMIHAAX KaeTodnoH MemOpanbi. Oco6eHHOCTH KHHETHKH
TIPOHMKHOBEHMS1 BEIECTB C NOMOUIBIO NEPEHOCYHKOB YKasbiBAlOT Ha ee
CXOJCTBO C KaTaJIMTHYECKHUM IPOLECCOM, AaHAIOTHUHBIM (PepMeHTaTHBIION
peakuyu. HoatoMy o6eryemyio aucbdysuio NpUHATO TaKKe CUHTATD Ka-
TIMTHYECKOH, T/ie POJIb (PepMeHTa-KaTaIM3aTOpa HIPaeT BeliecTBo, 06JIer-
yaioitee AU Gyanio. Kak v pepMeHTbI, 9TH NEpeloCYNKH He MOTYT BBI-
3BaTh MPOLECCH], HEBO3MOXHBIE 110 TEPMOAUHAMHYECKHM YCJIOBUAM, T. €.
NlepeHOC BellecTBa NPOTHUB IFPaJMieHTa, HO YCKOPAIOT IPORUKHOBEHHe Be-
IIECTB Yepe3 MeMOpaHy TI0 CPaBHEHHIO ¢ 06bI4HOl Anddy3sueit.

Pa3noBuHOCTbIO 061eryeHHOM M dy3anu ABAAETCA TaK HAa3hIBaeMas
o6mennas dugbghy3us, npu KoTopoH NIEPeHOCUHK 06pasyeT coeqHHeHHe
¢ aupbynaupyonMM BEUIECTBOM U IlepeMelaeTcs ¢ KM OT ogHol no-
BEPXHOCTH MeMGDaHbI K APYroii, rae MoJieKyJia epeHOCYHKa 0CBOGOXKIaeT-
s, ee MECTO 3aHMMaeT Apyras MoJeKyJa TOFo JKe BeNlecTBa M KOMILIeKC
nepentocutcs o6parno. IIpu pa6ore nepeHocunKeB B Caydae oGMeHHOI
Anddy3un KOHLUEHTPaLHA BewecTBa 1o 06e CTOPOHBI MeMOPaHbI He H3Me-
Hsiercsi. CymecTsoBaHHe o6MeHHON AU Y3HH 6bLIO JOKA3aHO METOLOM
MeYeHbIX aTOMOB Ha SDHTPOLUTAX, MUTOXOHAPUSAX ¥ Jp.

PaccmarpuBas ¢ynkimy Ge/KoB-TiepelioCYHKOB B iponecce muddyamu,
KaK NIPaBHJI0, OTMEYaIoT 2 OCHOBHBIX CriocoGa mepeHoca Ben{ecTs:

— YHUnopm — mepeHoc, B KOTOPOM GesIKHM NepeHoCAT pacTBOPEHHoe
BELLECTBO C OA110{ CTOPOHb! MEMGPaHbI Ha APYTYIO;

- Kompancnopm — Tlepenoc, KOrAa TPAHCHOPT OAHOTO BEIllecTBa 3a-
BHCHT OT OHOBPeMeHHOro (MM 1OC/Ie10BaTENBHOr0) TIEPEHOCa APYToro
BellecTBa B TOM ke HanpaB/eHWH (C ¥ M 11 0 P T) UM B IPOTHBONONOXKHOM
(antunopr) (puc. 3.6). Tak, nocTyneHue caxapoB B GaKTephaTbHbIE
KJIETKH OCYLECTBJIACTCS IOCPE/ICTBOM CHMIODTa NIPOTOHOB U MOJIEKY Ca-
Xapa, a 110 NpUIILUNY aHTHNopTa padoTaer Na, Ca-o6MeHuK.
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Puc. 3.6. Cxema pa6oTbl TPaHCTIOPTHBIX 6eskoOB, (yHKUHOHHPYIOUHX
N0 MPHHINNY YHHIIOPTA, CAMIIOPTA W aHTHIOPTa

B kavecTBe npuMepa CHMIOPTa MOXHO IIPUBECTH ePEHOCUNK IIIOKO3BI
U3 MeMOpaH 3pUTPOLIMTOB, a Takxe jakronepMeasy U3 E. Coli. ITepenoc-
YMK I'TI0KO3bl OXapaKTepH30BaH HauboJiee MOJHO U3 BCeX GENKOB, KaTaIu-
supyoumx Axcgdysuio D-raioko3nl Yepes MeM6pany. OuniiteHHbI# nepe-
HOCYHMK M3 3PHUTPOLIMUTOB NpPEACTaBAAET COO0H TAMKONPOTEHHDI C OTHOCH-
TEeJbHOM MoJeKyasspHO#i Maccoit, paBHo# 55 000. OH MOXKeT HaXOOUTbCS B
MeMGpaHe B BUAe AuMepa. Ecau cyauTh no AaHHBIM 06 aMUHOKUCIOTHOIM
HOCJIeA0BaTeJIbHOCTH, TO NIEPEHOCYHK JO/KeH UMeTh 12 TpancMeMOpaHHbIX
d-cnupanbHBIX yyacTkoB. [lepenocunk serko BcTpanBaetcs B Hocgon-
TIH/IHbIE BE3UKYJIBI,

W Hru6uropaMu nepeHOCYHMKOB IIOKO3bI ABAAIOTCA (QJIOpeTHH U HUTO-
XaJ1asuH, KOTOpbie CBA3BIBAIOTCA C UM B cTexuoMerpuu 1 : 1.

Mexay nepeHOCYHKOM IJIIOKO3bl H3 KJIETOK MJIEKONHTAIOLIHX 1 HEKO-
TOPBIMH TPAHCHIOPTHBIMHM CHCTeMaMH 6aKTepHii HaGioaeTCs] 3HauKTeIbHast
roMoJtorus. ['OMOJIOrus CyuieCTByeT TakxKe ¢ TIepeHOCUHKAaMH, OCYIIeCTBIIs-
foiMU cuMIopT H*-apa6unosst 1 H*-kcuno3bl. IlepeHoCUMK rI0KO3b1 U3
MeM6paHbl SpHTPOLMTOB He TpaHcnoptupyeT H* u 1e cnoco6eH k Tpanc-
IIOPTY NPOTHB IPaJJHeHTa ITI0KO3bI.

OnxHo# 13 OCHOBHBIX CTPYKTYD, OTBETCTBEHHbIX 3a IePeHOC JAKTO3bl
Yepe3 GMOJOTHYECKHE MeMGDaHbI, ABJAETCA JaKToNepMeasa. IlocaeaHion
MOXKHO H3y4YaTh B IUTONJIa3MaTHYeCKHX MeMOpaHIIbIX BE3UKyJax. JTOT
6esloK HMeeT OTHOCHTEJBITYIO MoJIeKyIApHYIo Maccy, pasuylo 46 500. Dyn-
KIIMOHANbHON eANHuUIel B MeMOpaHe ABAAETCA MOHOMeD. XOTA HMEIOTCA
JaHHble, yka3bIBalolifie Ha CylLecTBOBalve AumepHo# ¢opmsl. Ilonaraercs,
YTO JaKTOnepMeasa UMeeT 12 win 14 TpancMeM6paiibix d-crmpaneit. Brep-
Bbie MOJieJ1b CTPOEHHS JaKTollepMeasbl npeanoxena Ka6akom (puc. 3.7).

Oco6eHHOCTH TPAHCIIOPTa JIAKTO3bI C yYaCTHEM JaKToIlepMea3bl 10CTa-
TOYHO XOPOLIO H3y4YeHBI.
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Puc. 3.7. AMIHOKMC/IOTHAs TOC/ACROBaTeIbHOCT: P*-naxronepmeasmt #3 E. Coli. AMMHOKMCJIOTHBIE OCTATKH, 3aKJi0-
YeHHbIE B KPYXKH, ONPeReasior cy6erpatnyio crneuduinoctb (CeumdAIHOCTL CBA3BIBAHMS Caxapa), a OCTaTKH, 3aKJII0YeH-
HBlE B KBaJPATHKH, YHacTBYIOT B CONPSHKEHWH NMPOTOHHPOBAHHA ¥ TPAHCIOPTA JAKTO3bI



1. llepMeaaa UMeeT ogHO HJH GoJiee MeCT CBS3bIBaHHS /IS IPOTOHA H
OaNO0 AMA JAKTO3bl. DTH MecTa GBIBAIOT MOOYEPeAHO OOpalIeHbl K Iepe-
TIa3MaTHYeCKOH M IIUTONIa3MaTHYecKOM cTopoHaM MeMOpanbl. CooTseT-
CTBYIOIMH KOH(OPMaIHOHIIbIi NepeXoa AB/sieTCS MMMUTHDYIOLIEH cTaauei
npouecca. MakcuMasbplasi CKOpPOCTb TpaHcnopTa pasia 25 — 50 ¢!, IIpu
HaJIMYHY TPAaHCMEMOPaHHOTIO POTOHHOTO 3/1eKTPOXMMHYECKOr0 IIOTeHI[Ha-
na (A py+) K, Ans naktossl cocrabisier 80 MKMOJIb; MECTO CBSI3bIBalIUsI
NpoTolla XapaKTepuayeTca BbICOKUM PK,, 0aTOMy 60/b1IYyI0 YaCTh BpeMe-
nu npotouuposano. IIpu (A py+) = 0 sHavenne K, A/151 JaKTO3BI rOpa3fo
Bpiie — 15 — 20 MMosb.

2. TpalcnopT JKakTo3bl 0643aTeJbHO COIPOBOXKIAETCA TPAlCIOPTOM
H* co crexnomerpueii 1 : 1.

3. KoHe4yHbIM pe3ybTaTOM TPAaHCHODTa SIBJIsETCA IepeHoc Yepes GH-
cJI0# MosoXKTeNbHOTO 3apada. CienoBaTesbHO, BAKHYIO POJib B yCTAHOB-
JieHMH DABHOBECHS ¥ CKOPOCTH TPaHCIIOPTA HIPAIOT TPAHCMEMOPAIIHIbIN 3/1eK-
Tpryeckui notenman (A¥) 1 pasHOCTh MPOTOHHOTO XMMUYECKOrO NMOTEH-
uuana (ApH). B 6akrepnaibHbIX MeM6paliaX TPaHCIIOPT BelleCTB, B 4acT-
HOCTH MaJIbTO3bl, MOKET OCYIIECTB/IATLCS Yepe3 ClelaIN3HPOBaHHbIe CTPYK-
Typs! — noputbl. [lopuHb! 06pasyIoT opbi, KOTOPble GYHKIMOHUPYIOT Kak
MOJIEKY IipHbIe CHTA, onocpeaya Auddysnio HeGoAbIINX THAPOPUADHBIX
MOJIEKYJ 4epe3 Hapy>XKHyl0 MeMOGpaHY [IDPaMOTDHIIaTeNbHBIX GaKTepHil
(puc. 3.8). Otnocurenbiias MoJeKy Aipliast Macca OPHHOB BapbUDYET OT
28 000 ao 48 000. B MeM6paHe OHM NPUCYTCTBYIOT B BU/Je TPHUMEDOB.

Puc. 3.8. Mogeap nmopn-

.,\'O % o\O O/‘ Hosoro Tpamepa (BRI cBEpXY);
O\O O\O Kaxzaas cy6beAnHHIa COAEp-

O\f. O\O O". XHT MOPY, BHYTPEHHAS MOBEPX-

Iy i - Sl . HOCTD KOTOpOHW 0o6pasomana
ocTarkaMm TRApOGHUIBHBIX aMH-

g HOKMcHoT. KaXknas eraHTenb-

o-®
C-e ka» — 310 f-uemb W3 4epeny-
O/O fomuxcs reapoduabHbIX (cBET-
O\. Jble KPYXKH) ¥ riuapodo6HbIX
(TeMHDBIC KPYXKH) OCTaTKOB.
CnnouHbie TMHUH — TPAHAIIbI

./O MEXIy OTAeNbHBIMA CyObek-
. J) O,O (& TaMu



Hau6oJee noaHo kK HacToALeMy BpeMeHH U3y4eHbl 4 BH/a TOPHIIOB U3
E. Coli. x xapakTepHas 4epta — o6pa3oBaHKe HaMOJIHEHHOTO BOIOH TpaHc-
Mem6panHoro KaHasa. [IopuHbI TPOYHO CBA3aHBI C JHIONOIHCAXAPUAAMHU H
¢ nentuaoriaukaioM. OIHAKO 3TH COeAMHEHHS He ABASIOTCS Heo6XO HMbI-
MH 1151 GYHKIMOHHPOBaHuA nopuHoB. O6pa3yeMble NOCAeTHUMH KaHaJbl
Pa3saM4aloTCA Kak 110 pa3MepaM, Tak ¥ N0 celeKTHBHOCTU. CesleKTHBHOCTh
onpejesfieTcs HAINYNeM BHYTPU HJIM OKOJIO BXOZa B KaHAJ 3apsiKeHHBIX
AMHUHOKHCJIOTHBIX OCTATKOB. JJEKTPOHHO-MUKPOCKONHYECKHE HCCIEA0Ba-
HUA NIOKA32JH, YTO NOPHHBI MOTYT 06Pa30BhIBATE OJUH GObILOM KaHAT UK
TpHU He3aBUCUMBIX. [1aBHOH (pyHKIMEH TOPHHOB, ¥ 0co6elnio nopuna Lamb,
SIBJISIETCSE CTUMYJLALIMA HAKOIJIEHHUS MATbTO3bI B KJIETKeE.

B 1960-x rr. 6p111 o6HapyXKeHbl uoHogops: — Hebosblne ruapodo6-
Hble MOJIEKYJIb, CTIOCOGHbIE PACTBOPATHCA B THINAHBIX GUCJIOAX M NOBbI-
IaTh HX NTPOHUIIAEMOCTD A7 HOHOB. MHorye Hono¢opbl CHHTE3HPYIOTCA
MHKDOOPraHM3MaMH H 0671a/[aI0T CBOWCTBAMH aHTHOHOTHKOB (TPaHCIOPT-
Hble aHTHOHWOTHKH). Pasmirya-

IOT ABa KJacca noﬂocbo- T'napodobHas Gokosas ILeENb

pOB — NOABHIXKHbIE Iepe-
HOCYMKH MOHOB H KaHas1006-
pasyoliue HOHOOPBI.
Honodopsi nepsoro Kjiacca
MepeHOCST HOHBI Yepes yrie-
BOAOPOAHYIO 06J1acTb MeM6-
PaHBbl, ¥ X aKTUBHOCTH CBA-
3aHa ¢ co6cTBeHHOH aAnddy-
3velt yepe3 MeMOpany. K aroit
rpyIe NPYHAIJIEKAT BaaH-
HOMMITHH, HUTEDHULIMH, HOHAK-
THH, KaJblHeBble HOHOGoO-
Pbl — Aj3yg7 U HOHOMMLMH
(puc. 3.92). Ko BTOpOIi rpyn-
Tle TPRHCNIOPTHBIX aHTHGHO-
THKOB OTHOCATCSA KaHaJ1006-
pa3oBaTes, (GOPMHPYIOLIHE
KaHaJ, KOTOPbi# IIPOHM3bIBa-

eT MeMOpaHy. B Hauase Tpasc- @ D-pasum
TIOpPTa HOH BXO/HUT B Hero Ha
OAHOM CTOpOHE MeM6paHbl, © L-samm

andyHaIupyer no HeMy H
BBIXOHT Ha Apyro#t. Ctumy-
JISIMA TPAHCNOPTa HOHOB 1O
3TOMY MEXaHH3MY He CBA3a- . L-monounas kucjora
Ha ¢ JBHXeHHeM (JaTepasib-

O D-ruapooKcHH30BaIepPHaHOBAS
KACJI0Ta

Puc. 3.9. Monekysna BaTWHOMHAIIHHA, CBSI-

Has ancdysus) camoro an- 3aHHasl C PACNONOXKEHHBIM B LCHTPE KOJbIie-
THGHOTHKA-KaHa006pa3oBa- BOf cTpyKTyphl woHodopa wuoHoM K ¢ mo-
TeJisI B MeMépaﬂe' K 3-1-01';'( MOUIBI0 aTOMOB KHCJIO0OpPOZa
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IpyIiI€e OTHOCATCS TPaMHILMAMII A, NoJHeHoBble anTHOHOTHKH (1MCTaTHIL,
aMdorepunuil B, anameruuuTHi ¥ 1p.).

Ouenpb UIMPOKOE NPUMelleline B 6MOJOTHY ¥ MEAULIMHE IIalllesT HOIIo-
¢op BaMHOMHIMII — NOJUMED, NOBBILIAIONIUI MPOHHIIREMOCTb MEMOPalbl
a7 uoHoB xaaus. On o61agaer Koablleo6pa3ioi CTPYKTYypo#t ¢ nocaeno-
BATEJIBHO TPHIXKb! NOBTOPSIOIMMHCS YeTbIPbMA ocTaTKaMu (cM. puc. 3.9).
Hapykiibie TPyl HMKIHYECKON MOJIEKY bl BAIHHOMHIIMHA KOUTAKTHPYIOT
¢ raApodo6H0H 061aCTHIO JUIIMIHOTO 6UCII0S, a 3a CYeT BUYTPEHHHX TPy
TIOJIIPIION YACTH MOJIEKYJIb! OJUH VOH KaJius CBA3BIBAETCA C IIECTHIO aTo-
MaMH KHcaopoJa. Baxno, 4To BaIHHOMHIIHH CBA3biBaeT HOHbI K npeanou-
TUTeAbHee, YeM MoHblI Na. ITo 0o6yc/ioBjieHO TeM, YTO AErMApaTauus
nonta K Tpe6yer Meilblileil 3aTpaThl 9HEPTHH, YeM JAerupaTanus HoHa Na
(112 67 xJIx /Mosib), TIpuMedaTeNblio, YTO MOJIEKY 1A BATHHOMHIHHA 061a-
JaeT TpaHCMeMOpaHHOK NOABHXKHOCTBIO M TPONECC TIPHCOeIHUNEHHS
nona K crynenyarteiii. B Xxoze cBA3bIBaHus HOlla MOJIEKY Jibl BOJBI FHApaT-
HOH 060JI0YKH MOCTEHEHHIO BbITECHAIOTCS KUCIOPOJHBIMH aTOMaMH aHTH-
6GUOTHKa, UTO CHH)KaeT aK THBAI[HOIIHBIN 6apbep CBsI3bIBaHUSA U BHICBOGOXK-
aetiusg noua. ITosToMy BaJHMHOMMIMI NPHCOEJUHSIET M BBICBOGOXKAET
non K* muorokpario (zo 1 000 uonos 3a 1 c).

Cpenu kananoo6pasyouux 6eaKoB 11an6oJiee XOpOLIO H3y4eH TPaHc-
HOPTIIbIA AHTHOMOTHK TPaMMUMAMH A — TOJUIENTH], COCTOAUIMH U3
15 amuHOKMCJIOTHBIX OcTaTKoB. OH o6pasyeT TpalicMeMOpaliHbli KallaJ
OpH  HaJHYHU [ABYX MOJIeKyJa. OITOT JuMep HMeeT CIUpPaJbHyIo
CTpYKTYpy M popMupyer kanan (auamerp 0,4 HM), OKPy>KeHHBbIH TOJSAD-
HBIMHU IPYTIIaMM ENTHAOB, a KapOOKCHIbHbBIE TPYIIBI 06Pa3yIoT KPaTKo-
BpeMellHble KOOPAUHALHOIIIbIE CBA3H C KATHOHOM B MOMEHT €ro POX 0XK-
IeHus o Kalany.

IpaMunuanioBsie Kallajibl KATHOHCEAEKTHBHBI TIPH OIIEHKE UX H3Gupa-
TeJIbHOI NPOBOAMMOCTH GbLIa O6GHapyXKeHa Takas NoCAeA0BaTebHOCTD 1IPo-
BOAMMOCTH JIJsi oJioBajeHTHhIX KaTHonoB: K*> Cs*> Rb*>NH, " >
> T1* >Li*. HpoBoaumocTb Miiockoit BJIM, coxepxkauieit HeGosibioe KOJIH-
YeCTBO rpaMHUMAUNA A, HeNOCTOsIHHA: A5 HoHOB Na OHa MeHseTCsA BO
BpEMEIH CTYNEHYATO, YTO OGBACHSIETCA CIIOHTAaHHBIM 06pa3oBaHHEM KaHa-
JIoB. B 3aBHCHMOCTH OT cOCTaBa JIMIHAOB M JPYrHX YCJAOBHIH BpeMs JKU3HH
rpaMHLIMAMHOBOrO Kalajia cocTasiser ot 30 Mc fio 60 c. B Teuenne 1 ¢ no
OIHOMY Kallasry MoXkeT npoiiTn 107 HOHOB, B TO BpeMs KaK CKOPOCTb TpaHC-
NOpTa ¢ NOABMKHBIM NepenocyukoM cocTasaser 1 000 nonoB 3a 1 c.

OcMmoc u purvmpayusn

[lns xnerouiibix MeMOpan XapaKkTepHa IOy POHUIAEMOCTD, T. €. CIO-
cO6HOCTb MPONYCKaTh OAIH BeltecTBa (B YacTHOCTH, BoAy) H He Mpoltyc-
Kath Jpyrue. Moseky/a BoAbl MPOXOAUT CKBO3b KJETOUYlble CTEHKH B
pesyJibTaTe pa3MuYuii THAPOCTAaTHYECKOTO JaBjeHHsa U ocMoca. OcMoc —
3TO IIPOILECC TIepeMelielIHs MOJIEKY bl BOJbI Yepe3 NOJIyNPOHUIIaeMyIo MeM-
6pany u3 ob6nacTu Meubllel KONLEHTPAUHH PacTBOPEHHOIO BellleCTBa B
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o6sactb 6oableit. Cuia, BbI3bIBAIOLIAs ABMXKEHME PACTBOPHTES, 11a3blBa-
eTcst ocMomuueckum oasnenuem. OCMOTHUECKOE JaBJieHHE PACTBOPA 3aBH-
CHT OT KOJIMYECTBA PACTBOPEHHbIX HOHOB H TeMITepaTypbl. B cooTBeTcTBMH
c ypasiienueM Bant-I'odda ocMoTHueckoe naBienue () pacTBopa npsaMo
nponopiuoHaibHo Konuentpauuu (C) pacTBOpeIIoro BelecTsa 1 abco-
moTHoii Temnepatype pactsopa (T):

n = iRTC,

rae i — U30TOHMYeCKU K03 PUIMEHT, 3aBUCSIIMIL OT CTeNeHH UCCOLMa-
L[MH 3JIEKTPOJIUTA H NIOKA3bIBAIOIIHIA, BO CKOJIbKO pa3 yBeJIHYHBAETCS KOIU-
YECTBO PAcTBOPEHHBIX YACTHIL TPU AMCCOMMALIMU MOJIEKYJT; JJISE HHEIIEKTPO-
JIUTOB i = 1, AA5 31IeKTPOJUTOB i > 1; R — rasoBasi NOCTOsIH1Ias.

I'uapaBiyeckas NPOBOAMMOCTb MeMOPaHbI B JAHHOM CJIyYae onpeje-
JIAETCS U3 COOTIIOLIEHUS

rae P — ruppocTaTHuecKoe JaBjenne B KieTKe; L, — ruapaBindeckas
APOBOAUMOCTb; J — IOTOX BO/IbI.

IIpeanonaraercs, 4To oCMOTHYECKOE AaBJeHHe 0GYCJIOBIENO BO3/EH-
CTBHEM Ha MeMOpaHy MoJIeKyJl pacTBOpHTe . Hucsio MoJeKyJ pacTBOpH-
TeJsisA, AOCTHralOMMX MEMOPAHIBI CO CTOPOHBI PAaCTBOPA, MEHSETCS, TaK KaK
YacTb NJIOL[AJH NONEpPEYIoro cedeHUs1 MeMOpalibi 3alAaTa YacTHUAMH
pacTBopenHoro BellecTBa. KMlcxo/s M3 3TOTO MOXHO CUHTATD, YTO OCMOC
npezacTassser coboit anddysuio Mosaexysn pactBopurest. CKOpOCTb 0CMO-
THYECKOTO NepeHoca BoJb! Yepe3 MeMGpany MOXHO IfailTH U3 ypaBlielus

dm/dt=-KS (P, - P

rie dm /dt — KomauecTBO BOABE, IPOXOAALEH Yepe3 MeMGPaHy TIOUTIAIbIO
S 3a equnuuy BpeMenn; K — xoadduient nponnuaemocty; Py, P, —
OCMOTHYECKOe AaBJielide COOTBETCTBEHIIO IO OAHY U PYTYIO CTOPOIY MeM-
6panbi.

OO6biuto BoJIa TPOHHKAET B KJETKY A0 TeX NOP, NOKA 1ie BbIpaBUsAeTCS
OCMOTHYECKOE JaBJIeHUe MexXAy KJeTkolt u cpenoi. Ilepenoc Boab! MoxeT
TaKJKe OCYLIECTBJSITHCA MyTeM (QHILTPAIMH, NPOHCXO/SIIEN TJIaBHBIM 06pa-
30M NMpHM HAJMYUM TPaZMEHTa THAPOCTATHYeCKoro AaBieHus. Duabrpa-
UMA — 3TO HPONECC NPOHUKHOBEHHS XUAKOCTH yepe3 NOpbl KaKoi-1160
NeperopoIKH NOA AeiicTBHEM rHIpocTaTHYecKoro Aassenusi. Ckopocts Guib-
TpalMU HaXOAAT U3 ypaBHeHus [lyaseiissr, ONMCHIBAIOLLETO TEYEIIHE KUA-
KOCTH N0 KaNMWJIJASPY HOA AaBJIeleM:

dv/dt=nr (P, —P,,,) / 8 1ly,

rae dV — o6beM GHIBTPYeMOi )UAKOCTH; ¥ — palnyc Kaxao# nmopey; P,
P, ,, — AaBJienne COOTBETCTBEHHO I1a KOHIIE H B layaJie Nopbl; | — nmuna
HOPbI; Y — BA3KOCTb KMAKOCTH.

IToctynaenue Boabl B KJETKY CBsi3aHO c liaGyxaiiueM HocJaefaiieid u

nap)>
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pactsxenueM ee creHKH. [loaToMy npH uccaefoBaHHH OCMOCA YYHTHIBAIOT
Moay/b o6beMHo# ynpyroctu Kiaetku (€), onmpefessieMbiil 10 3aKOHY
T'yka:

dP=edV/V,

rae V — o6beM KJIeTKH. BeJlM4UIy € HAXOAAT C HOMOIIbIO MHKPOKAITHJI-
JIIPHOTO 30H/1a M AATYMKA TYPrOPHOTO JAaBJelids o CABUTY P npH HHbEK-
IIMH B KJIETKY NOPLMH XHIKOCTH H3BeCTHOro o6beMa. Benwuuny L, Haxo-
JAT HO CKOPOCTH U3MEHEHHUs TYPTOPHOTO JaBJEHHs B THAPOCTATUYECKUX H
ocMoTHdeckux onbitaX. Koadduuuents: oTpaxenus A1 pasHbIX BEUECTB
ONpeAEAIOT N0 OTHOIWIEHHIO CIBUTa P TYPropHOTro AaBJjieHus K BBI3BaBLIe-
MY 3TOT CABUT M3MeHEHHIO OCMOTHYECKOTO JaBJIEHHS CPEbI:

c=(P-P )/m.

DunbTpanusa 4 0CMOC HrpaioT GOJBINYIO PoJb B Nponecce o6MeHa
BO/IbI MEXKIY KPOBbIO M TKaHbio. OCMOTHYECKOE AaBJIEHHE KPOBH YeJJOBEKA
paBiio 760 — 780 xIla.

min

Mexanuamwt mpaHcnopma uoHo8 u geuiecmse 6 xaemxKy

HecMoTps Ha pa3iauust MoJIeXyJIsspHOH CTPYKTYPBI U PUIMKO-XUMUYe-
CKHX CBOJCTB BelllecTB, HOCTYNAIONHX B KJETKY, CYLIECTBYIOT TOJIbKO ABA
OCHOBHBIX ITyTH UX NPOHUKHOBEIIHst Yepe3 KJIETOYHYI0 MEMOPaHY:

— 3a CYeT paCTBOPEHHS B JIUNHAAX MeMOpaHbI;

— depe3 Kallajbl KJIeTOYHON MeMOpaHbl, KOTOPble COEAMHAIOT IIHTO-
NTa3sMy KJIETKH C BHelrHel cpeoit.

Eme B 1895 r. E. Osepton (E. Overton) naokasan 3aBHCHMOCTb
ApOHHKalouel# CNOCOGHOCTH BEIIECTB OT UX PACTBOPUMOCTH B JIMITH/AX.
AHanoruynble fainHbie 6b1m moayyensi P. Konnanaepom (R. Collander),
KOTOPbI#l YCTAHOBHJI, YTO PACTBOPUMOCTD BEIIECTBA B OJIHBKOBOM MacJie
HPOHOPIMOHAIbHA MPOHULIAEMOCTH €T0 B KJIETKY. BaskubiM ¢akTopoM, BIH-
SHOLINM 1A TIPONHIIAEMOCTD BEIECTB yepe3 MeMOpaHy, SIBJISIETCA pa3Mep UX
MoJsexyJ. Tak, BelecTBa ¢ OAMHAKOBbIM KO3((PHIHEHTOM PACTBOPUMOCTH,
HO OT/IMYAloLIMecs pa3MepaMu 1 opMoii (ctepuyeckuit HaxTop) MpoHHKa-
I0T B KJIETKY ¢ Pa3sjM4HOR ckopocTbio. M3 ABYX OfHHAKOBBIX 1O pa3Mepy,
HO pa3HbIX HO PaCTBOPHMOCTH B JMNHAAX BELIECTB, HAIPUMED NPONMJIEH-
TJIMKOJIT U MOYeBUHbI, NepBblit B 20 pa3 ObicTpee NPOHUKAET B KJETKY,
HOCKOJIbKY JIy4lile PAaCTBOPSIETCA B IMNMAAX.

B cBs3u ¢ npoBeAeHHbIMH HecnepoBaHuaMH E. OBepTon cdopmyaupo-
BaJI CJIeYIOLINE SMIMPHYECKIE 3aKOHBI;

— NMPOHUIAEMOCTDb KJIETOYHBIX MeMOpall A1t OPTaHHYECKUX MOJIEKY
YMEHbIIAETCA MO0 MepPe MOBBILIEHUS B MOCHEAHHX KoAuuecTBa PyHKUMO-
HAJIBHBIX TPy (THAPOKCHILHBIX, KAPOGOKCHIHHBIX M AMHHHBIX );

— NPOHHIAEMOCTD KJIETOK AJisi OPraHHYeCKUX MOJIEKYJI BO3PACTaeT 1o
Mepe PocTa B ITOCJIeANNX YHC/IA METWIOBBIX, STHJIOBBIX U (PEHMJILHBIX IPYTIIL.

CyecTBy10T, OAHAKO, BELIECTBA, IOBeAEHUE KOTOPbIX He MOAYHHACTCS
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yKa3aHHbIM 3aKOHOMEPHOCTSM. Tak, Boda, 00Ja/ias pACTBOPHMOCTDBIO, aHa-
JIOTHYHOHN PacTBOPUMOCTH THOMOYEBHHBI, NPOHHKAET B KNeTKy B 200 pa3
6bicTpee. Takumu xe cBoiicTBaMu 06/1a1al0T MeTaHoa H PpopMamMua. ITH
daxTbi P. Koanangep oGBSCHUI TEM, 4TO IJa3MaTuyeckas MeMOpaHa
HPOHH2aHA IOPaMH, KOTOpbie MOT'YT NPONYCKATh TOJbKO MEJIKHE MOJIEKY-
Jpt. TakuM 06pasoM, B HacTosIlee BpeMsl pacCMaTPUBAIOT ABa MyTH AU-
¢ysuu Moaexya (Hanpumep, Boabl):

— IuApOoWIBbHBIH, KOTAA MOJIEKYJIa BOXbI IPOXOIUT CKBO3b IOPHI, chop-
MHpPOBaHHbIE UHTErPAIbHbIMH GexaMu MeMOpaHbl;

— CBSI3aHHBIN ¢ BOSHUKHOBEHHEM KHHKOB ~— JIAGMJIBHBIX CTPYKTYP B
YT JIEBOZOPOAHOI 001aCcTH MeMOPaHEI.

Kaxk y>ke ynoMuHaioch, HyHKIMIO HOHHBIX KaHAJIOB MOXHO CPaBHHUTbD C
dynximeii pepmenToB. Hanpumep, a5 nepeHoca uonos K us Boanoik cpe-
Jbl B JIMITHAHBIN MaTpHKC MeMOpaHbl He06XOAUMA SHEPTHA, COCTABAAIONas
250 kI /mMoab. OaHaxo sHepreruyeckHit 6apbep, KOTOPbL JOKEH Ipe-
oAoneTb uoH K npu TpaHcnopTe uepes nila3aMaTHyecKyio MeMOpaHy, peaib-
Ho cocTtasJser Toabko 20 /[ /MoJb. DTo 06bACHAETCS TEM, YTO HOIIHasA
IIPOHHUIIAEMOCTD KJIETOYHbIX MeMOpaH o6ecrieYnBaeTCsl MOHHbIMU KaHalaMH,
MPeACTaBASIONIMMU coO0 dHTEerpasbHbie 6enku. [as 60JbIINHCTBA HOH-
HbIX KaHaJIOB XapaKTEPHB! SBJIEHHS H3GHPATeNbHOCTH, Hacbiuienus (npu
yBeJMYEHHH KOHIIEHTPAIMH HOHOB) ¥ GiaokupoBanus. [lpu GyHKIHOHMPO-
BaHHH KOHGOpPMAIMOHHbIe U3MEHEHUSA MOJIEKY 1, GOPMUDYIONMX CTPYKTYPY
H OKDY’K€HHE KaHajla, NepeBOAAT UX U3 3aKPBITOTO COCTOSIHHS B OTKPbITOE
4 Hao6opoT. AKTUBaNUA KaHaja o0ycJoBieHa JHGO CABHIOM BeJIHYMHbI
MeMOPaHHOro HoTeHlala, MO0 B3auMoAeHCTBHEM yYaCTKa MOJIEKYJIbI Ka-
HaJa ¢ ONpeAeJIEHHbIMU XUMUYECKHMH BelecTBaMu, 60 crienugpmyecKuM
docopummpoanneM 6eJKO0B.

B nepBoM ciryuyae KaHaJOM yNpaBJsieT 3JeKTpHyYecKoe noje MeM6pa-
Hbl, CTPyKTypa, pearupyomas Ha U3MeHeHHe HaPs>KEHHOCTH HOoJIst, epe-
HOCHT 3JIeKTpHueckuit 3apsa (T. e. HMeeT 3apsAXeHiible TPYNIUPOBKH) H
Ha3bIBAETCS CEHCOPOM HaIps’KeHHA. Bo BTOpoM cilydyae ynpaBieHHe ocy-
HIECTBJISAIOT CBSI3aHHbIE ¢ KaHAJIOM PELIENTOPbI, B3aMMOAEHCTBYIOIIHE C
onpe/ieIeHHBIM XMMHYECKUAM BEIECTBOM, YTO CHOCOGCTBYET OTKPbIBRHUIO
KaHaja. B TpeTbeM ciIyyae B3auMopaeiCTBHE XMMHYECKOTO BELIECTBA C pe-
UENTOPOM MeMOpaHbl BbI3bIBAET NOSBJIEHHE B KJIETKe BTOPHUHOTO NOCpen-
HUKa — DAMO WM JMAIWATIHIIEPHH, aKTHBHPYIONIETO COOTBETCTBYIOLIME
NPOTEUHKHHA3B!, KoTopble HochopH/MPYIOT 6EJIKH HOHHBIX KaHasoB. Ilpu
3TOM NPOMCXOIHT IIEPEX0/ KaHAJIOB B OTKPbITOE cocTostHHe (faHHbiit THII
PETyJSIIUH AOCTATOYHO XOpoluo uayven aas Ca-xananos). Uepes pasimy-
Hble KaHaabt 3a 1 ¢ MoeT npoxoauTh oT 106 fo 10% HoHoB.

Opxoit U3 BaXKHbIX 0COOEHHOCTEM KAHAJIOB KJIETOUHbIX MeMOpaH sBJISA-
€TCS1 MX CNMOCOGHOCTb OT/IMYATh MOHBI PA3JHYHOIO 3HaKa M XMMUYECKOMN
npupoabt (ceJeKTHBHOCTb). BbisicHeniHe NPUPOAbI CENEKTHMBHOCTH —
OCHOBHOIt KJIIOY K MOHNMAHHIO MOJIEKYJISIPHbIX MEXaHU3MOB 3J€KTpHYe-
CKOI aKTHBHOCTH KJIeTOK. [[Jist O6bsICHEHHUS CENIEKTHBHOMN IPOHUIIAEMOCTH
HOHOB 6biJ10 BBIABUHYTO HECKOJBKO rHnoTe3. OxmHa H3 HUX, MPUHALIEXA-
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uras JI. Muxasmucy (L. Michaelis), cocTouT B ToM, 4TO KaHaJIbl, 3aMOJHEH-
Hble BOJAOM, 00JaJaloT CyMMapHbIM OTPUIATEJIbHBIM 3apsSAOM, KOTOPbIl
HpeNsTCTBYeT mepenocy B HUX amHonoB. C apyroii ctoponbl, B 1941 .
E. Ix. Kouseit (E. J. Conway) u II. [Ix. Boitns (P. J. Boyle) ua
OCHOBAIIMH AaHHbIX O HPONULAEMOCTU CKEIETHbIX MbIIIEYHbIX BOJOKOH Y
amubnii ana nonos K u Cl npHILIM X BBIBOAY, YTO MOPHI HE 3apsiKEHbI H
NPOHHI[AEMOCTh MEMOPAHBI 3aBUCUT TOJIBKO OT AHAMETPA HOHOB B THAPATH-
POBaHIIOM cocTosiMU. B HacToAlIee BpeMsl HX TEOPHS «CHTa» AJs TMApa-
THPOBAHIIBIX HOHOB NPEACTABJSIET B OCHOBHOM HCTOPUYECKHUIT HHTEPEC, TaK
KaK He COTJIacyeTcsl CO MHOTMMM 3KCHepUMeNTaIbHbIMU faHHbIMU. Tak, Ha-
HOpUMep, M3BECTHO, 4TO paauycet uoHOB K, Rb u Cs B rugpatupoBanHom
BHJIE OIMHAKOBbI, a MPOHMIIAEMOCTb 4151 HoHa K sHaunTebHO Goubine, yeM
ans uoHos Pb u Cs.

B cBs13u ¢ po61eMoil CeIeKTUBHOCTH KaHaJIoB ONpee/IeHHbI HHTepeC
npeacTapsier runotesa JI, . Mynnausa (L. J. Mullins) o Mexanusmax
HOHHOUN NPOHULIAEMOCTH GHOIOTHYECKUX MeMODaH, YYMTbIBAIOLIAs pasMep
nop MeMOpansl. B gaiHOM CIyyae CYMTAETCs, YTO HOH JHUIIb TOTAA CIOCO-
6enl npoiiTH uyepe3 Mopy, KOIJAa ero COGCTBEHHbIH paiuyc, CYMMHPOBaH-
1IBIH ¢ pasMepoM OIIOro €105 THAPATUPOBAHHON HOHOM BOJbI, OyJ€ET COOT-
BETCTBOBATb PaAuycy nopbi. CTElIKH 1OPbl, B3aUMOAEHCTBYS C IPOHHKAIO-
IMM HOHOM, Kak Obl AOMOJIIAIOT THAPATHYIO 060JI0YKY, YTO CNIOCOOCTBYET
nepexoAy HOHa H3 BOXHOTO pacTBopa B MeMOpany. B oTimuue ot npeani-
AYIMX 3Ta TOYKA 3pelist NpeArno/araeT HaJu4ue Nop Pa3JIMdHoN BeJIUyH-
HBbI.

Urtaxk, pasauuust MeXIy KaHaJaMH U TEPEllOCYMKAMU 3aKJIIOYAIOTCS B
TOM, YTO:

— Y Ha3BaHHbIX TPAHCHOPTIBIX CUCTEM pa3ias MPONYCKHas CHOCco6-
HOCTb: Kanaj mpomyckaer okojo 107 HoHOB B 1 ¢, a NepeHOCYHK —
oxoao 10* wuomnoB B 1 c;

— MPOBOJMMOCTD, 00YCJIOBJIENIIASA NEPEHOCUNKAMHU, CHIIbHEE 3ABHCHT OT
BSAI3KOCTH JIMITUAHOTO GUCJION M TEMIIEPATYPBI, YeM NPOBOAUMOCTD KaHAJIOB;

— pasHasi IPOBOAHMOCTD B 3aBUCUMOCTH OT KOHI[EHTPAIMK TPAHCIIOP-
THPYEMOTO HOHA,

B HacTos11ee BpeMs AJ1s1 O6bsCHENHS BbICOKOM TPOHHIIAEMOCTH MeEM-
6paH 4YacTO HCHOJb3YIOT MOJIOXKEHHS 3JEKTPOCTATHYECKOM TeopuH, sjieK-
TpoaHddy3uoHHOR TEOPHM U TeOpUH a6COJIOTHBIX CKOPOCTEH peakiuH.

OCTYJIUPYETCS BO3MOXXHOCTb ONHCAHMsi HepeHoca MOHA 4Yepe3 MeM-
6paHy ¢ NOMOIIBIO ONpPEeAE/IeHUs BeJMYUHbI TaK HA3bIBAEMOI'0 aKTUBAIIHOH-
1ioro 6apbepa (1. €. 31epruu, Heo6XOAUMOH AJIst obecrieyeH s TpaHCopTa
HOHa).

Cornacto 37eKTpoCcTaTHYECKO# TeOpHH 3HEeprus nepeHoca UoHa onpe-
Aesiercs no hopMye

E = Nz2¢2 /8regr (1/€,— 1/€,),

rae N =6 - 1023 Momp™'; z — 3apsag MoHa; e=1,6- 10719 Ku; ¢,= 8,8 x
x 10712 D /M; €, & — AUIIEKTPHYECKAsl MPOHUIIAEMOCTb COOTBETCTBEHHO
MeMOpaHbl H BOJIbI.
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Tak Kak B BOfie 3HepTHsi HOHa nolixeHa (3/1eKTpUYecKoe ToJie HOHa
3KpPaHKPYETCsI TUIIOJISAMH BOAbI), a B MeMOpaHe BbICOKast, TO CKOPOCTb repe-
HOCa HOHa 3aBHCHT OT ee BeJmyuHbI (alieprerudeckuii 6apbep). MoHodopsi
TIOHH>KAIOT BeIMUMHY Gapbepa 3a cdeT 06pa30BaHUsA KOMILJIEKCA C HOHOM H
yBesHueHus 3G QEKTHBHOTO pajiuyca 3TOro KoMiekca (BalMHOMHIMH —
K*) npu coxpalieHuu 3apsifa Holia, a TaKXKe 3a cyeT o6pa3oBalius Iop C
OTHOCHTEJIbHO BbICOKOH BEJHUYMIION AU3aeKTpHueckol mocTosHHo# (60.1b-
1Iei, yeM y MeMGpaHbi).

I. Jitzenman (G. Eisenman) npuMeHHJI ZaHHYIO TEOPHIO AJIs1 OTMCAHHS
TpaHCropTa HOHa B KaHaJle, YYUTbIBas KaK 3HEpreTHKY CaMOro repeHoCcH-
Ka, TaK M HaJM4yHe 3apsyKeHHbIX aHHOHHBIX IPYIINIMPOBOK B HOPE KaHaJja.
Ecisin 3Heprus sapskeHION rpynnupoBKH He3HAYHTENbHA, TO €€ XBaTaeT
JIMIID AJIs AETUAPATALIMH N POHUKAIOUIMX HOHOB C GOJIBUIMM MOHHBIM PaZIuy-
coM (nampumep, uesust). B ciyyae, korga aHHOHHasi IPYNIMPOBKA CO3AA€T
CHJIbHOE 3JIEKTPHYECKOe 10J1e, AeTHAPATallua U o6pa3oBaHHe KOMILJIEKCA
Ha6JIOAAIOTCA /11 HOHOB, HMEIOIHX MaJiblil KpucTasndeckuil paauyc (Li*,
Na*, K*).

Teopus aaextpoandPyaum nocTymMpyeT NoJIokKeHHe 0 TOM, YTO TPaHC-
MOPT HOHa Yyepe3 MeMGpaHy onpeAeaseTcs ero 3JeKTPOXUMUYECKUM NOTeH-
IHasoM:

U= Uy + RT InC + zFE,

TAE {4 ~— 37E€KTPOXUMHUYECKHH MOTEHIMAN; [y ~—~ CTAHAAPTHBIA 3JIEKTPOXH-
Muyeckuit notenuuan; T — TeMnepatypa; E — moTeHUHan.

ITaccuBubIit TPAHCIOPT B AAHHOM CJIyyae OCYIECTB/ISIETCSl B HampaBJie-
HMHY CHIDKEHMS: SJIEKTPOXMMHIYecKoro notenuuana. [Ipu pasHoBecuu, Koraa
4 = I, BBINOJIHAETCS] COOTHOIIEHHE

E<RT 1, Con

F o Cyp
B MemM6panax ¢ ToaumHoit MeHee 10 HM MOTEHIIHAT MeHsIETCS THHEHHO
B 3aBHCHMOCTH OT paccTosHus Ao Hee. B ciyyae, Koraa dE /dx = const,
TOTOK Yepe3 MeMGpaity (J) onuchiBaeTcst ypaBHEHHEM

J= zFEP(CHalp ~ C,, exp(zFE /RT)) /RT(1 — exp (zFE /RT)),

rae P — xo3d@uUiMeHT RPOHUI[AEMOCTH.

Toraa auddysus yepes memGpany Hotos K, Na, Cl (J = 0) npusoauT
K CO3AaHHMIO MeEMODAIIHOro HOoTeHIHAaa, BeHYMHA KOTOPOTO OIPEAe/IseTCA
TpajHeHTaMH U MPOIHIIAEMOCTbIO MEMGPAHbI 1A STUX HOHOB.

Ilnst onpepeneHuss HanpaBAEHHOCTH U BO3MOXKHOCTH OCYIIECTBJEHHUS
AacCUBHOTO TPAHCHOPTa €CTh HECKOJIBKO KpUTEPUEB, OAUH U3 HUX — COOT-
lOleHHe Y CCUHTa, WIH KpUTepHil MaCCUBHOTO TPAHCIOPTA: COTJIACHO 3JIEKT-
poauddy3uoHHON TEOPHHU, €CJTM HOHBE ABHXKYTCSA NACCUBHO U HE3ABHCHMO,
TO OJHOCTOPOHHHE NOTOKH B MEMGPaHe CBsi3aHbl ypaBHEHHEM
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J:/Jo=Cy/C,exp (2E).

Caenyer oTMETHTD, YTo NIpo6aeMa U36UpaTeblioli NPOHHIAeMOCTH A/
"MOHOB OCTaeTCsl OKa OAHON M3 MaJIOHCCIeJ0BaHHbIX B MeMOPaHOJIOTHH.

3.1.2.2. AKTHBHEIH TpaHCHOpT

IToa akTHBRHBIM TPaHCNOPTOM B OHOHU3UKE KAETKH MOHUMAIOT Iepe-
HOC He3JIeKTPOJIMTOB M HOHOB NPOTHB XHUMHYECKOTO MJIH 3JIEKTPOXHMUYE-
CKOTO rpafiieHTa. AKTUBHBIH TPAHCIIOPT HEMOCPEACTBEHHO CBA3AH C SHep-
TeTHYECKUMH 3aTPaTaMH H, KaK U MaCCUBHbIHN, MOYHHACTCS KHHETHKE Hacbl-
uteHus1. OT/nT4He aKTHBHOTO TPAHCHOPTA OT NACCUBIIOTO 3AKTIOYAETCst IMEHHO
B HaJIMYUU CTaJMH, CONpsDKeltiol ¢ TpaHcgopMalueit sHeprun. B Hactos-
11ee BpeMsi IPUHSTO TOBOPHTD O NEPBUYHO-aKTHBHOM U BTOPUYHO-aKTHB-
HOM TpaHCHopTe.

IlepBHYHO-aKTUBHBIM Ha3bIBAETCA TPAIICTIOPT, OCYLIECTBAsEMbIH) TpaH-
cnopTHbiMH ATM-azaMu 3a ‘cuer snepruu rugpoausa AT®. BropuuHo-
AKTUBHBIH TPAHCTIOPT — 3TO APOUECC, HCTOYITMKOM 3HEPTHH AJIst KOTOPOTO
CJIYKUT TPAUEHT HOHOB, BOHUKIIMIA, HallpUMep, B X0Je NePBUYHO-aKTHBHO-
ro TpaHCHOpTa. THNHUYHBIN NTpHMep MepBUYHO-aKTUBHOIO TPaHCIopTa —
aKTUBHBIN TPaHCHOPT HOHOB ¢ HoMourbio AT M-a3, DyUKIKA HACOCOB 3aK-
JIo4aeTcs B IiepeHoce HOHOB Yepe3 MeMOpally IPOTHB 3/1eKTPOXUMUYECKO-
IO rpafHeHTa 3a cyeT sHepruu ruppousa ATD. B cooTBeTcTBHM ¢ 3TUM
AT®D-a3avt — uvoHHbIE HACOCHI, o6nagalouye ageHosuntpudochardpocdo-
THApOJIa3HOM akTHBHOCTbIO. Bee Tpancnoptiible AT(M-a3b! mpokapHoTHYe-
CKHX ¥ 3YKapHOTHYECKHX KJETOK MOXHO Ppa3feJUTb Ha TpH THHA:
P,VuF.

O6umM cpolictBoM AT®D-a3 P-muna sasasetrcsa criocobinocTs o6pa3o-
BbIBaTb KOBaJIeHTHbIH ocopunnpopanbiit untepMeauar (P,) B akTHB-
HoM uenTpe. K num otnocstest Na, K-, Ca- 1 H-AT®-asb1 naasMaTHYeCKUX
memOpaH. Panee AT®-asb1 P-tuna nasvipanu depmentamu E, /E -tuna.
OpHako HOMEHKJATYpy M3MEHWJIHM, HOTOMY YTO CYUIECTBYIOT H ApYTrHe
¢depMeHTBI, He UMEIOIIHE OTHOLIEHHS K TPAHCHIOPTY HOHOB (HampuMmep, MHO-
auHoBas AT-a3a), KoTophle TakKe MOTYT HaXOAUTHCS B KoHpOpMaMax
E,nE,

Honorpaucnoptupyiouue AT®D-asbt V-muna otocsatcs x MeMGpaHHO-
CBA3aHHBIM cTPyKTypaM. OHH 06HapYKUBAIOTCS B BaKYOJIsAX APOXKeH U
TOHOILJIACTaX pacTeHMil, JM30COMaxX, CEKPETOpHBIX TIpaHyJax H T. A.
AT®-a3pt V-THNA MHUPOKO pacHpoCTPaHeHbi, HO U3y4eHbI HEJOCTATOYHO.
VIM npucymu 3 oCHOBHBIX CBOMCTBA: OHHU SIBJSIOTCS EPEHOCYUKAMU IIPO-
TOHA; B XOA€ KaTaAJUTUYECKOTO UK 00pa3yIoT KoBajaeHTHbIH pocdopu-
JHpOBaHHbIA HHTEpMeaHAT; MPEACTABJIAIOT COO0M BHICOKOMOJIEKYIAplible
MYJIbTHCYObe ITHHUYHEIE KOMILJIEKCHI.

AT®-a3mt F-muna, pbifieNieHHble U3 MeMOpaH 6axkTepuif, XJIOPONJ/IACTOB
H MUTOXOHAPHI{, COfEPKaT KaK BOJOPACTBOPHMYIO YacCTb F,, COCTOAILYIO H3

66



HECKOJIbKHX cy6beAMHUIl H O0JAIAI0MX KAaTaJMTHYECKOH aKTUBHOCTDIO
(crioco61ibl KaTaIM3UPOBATh M CUHTES, U ruAposu3 ATD), Tak u ruapodob-
HyIo 4acTb F, y4acTByIOIIyIo B TpaHcaokaimu H*.

KuHeTHKY NOTOKA HOHOB IPH aKTHBHOM TpatictiopTe (J) MoXHo omu-
caTth ypaBHeHHEM

J=7J..UCl /K +[C], - [C],/K,+[C],

rae J . = C,P/2; P — xo3dpdHUUMEHT IPOHHIAEMOCTH KOMILIEKCA HOHO-
nepenocyuka; [C] — xouueHTpauusi HOHOB MO pa3iible CTOPOHbI MeMOpa-
Hbl; K — KOHCTaHTa AUCCOLMALMU KOMILIEKCA.

[Ipu J = 0 (MakcuMaabHast pa6oTa paBHa HyJIO) NOJIy4aeM COOTHOLLIe-
HHe

[C]1/[C]2 =K1/K2»

H3 KOTOPOTO CJAeAyeT, YTO NpeAeibliasg KOHIEHTPalHs HOHa, KOTOPYIO MO-
€T co3/aTh HAcoC, ONpeeIsieTcs OTHOUIEIIHEM KOHCTAHT JJUCCOLMALIMU KOM-
IIeKCa AAHHOTO HOHA C HEPEHOCYMKOM, a aKTUBHBbIl TPAaHCIIOPT HOHA OCY-
IECTBJISIETCS B HallpaB/eHUH 6osee HU3KOM KOIICTAHTbI ero CBSA3bIBAlMA
depMetiToM.

Na, K-AT®-aza

Na, K-AT®-aza — oxxa 3 Han6oJiee BasKHbIX U LIMPOKO PacHpocTpa-
HeHHbIX TPAHCIOPTHBHIX CUCTEM B KJeTKaX JKUBOTHBIX H pacTenuit, obecne-
YyHBalonas nepeHoc Yepes KaeTouHylo meM6paily HoHoB Na u K. AxTtus-
HbIH HX TPaHCIOPT UMeET orpoMHOe HPU3UOIOTHUECKOE 3HAUEHHE: B COCTO-
SIHHHU TTOKOS Ha Hero 3aTpaynBaeTcst 6osee 30 % 3HeprUH KJETKU; TPAHC-
nopt nonoB Na u K neo6xomuM AN mojepxaHHsA 3JIEeKTpHYECKoR
BO30YAMMOCTH HEpPBHbIX W MBIUIEYHBIX KJETOK, a TaKXe Pperyasiud
Na/ Ca-o6MeHa.

®epmenr, pacuenysiioupii AT®, snepsbie oTkpbr JIx. Croy (J. Skou)
B 1957 r. B MeMGpaHHoil (dpakuuy HepBoB kpaba. B nanpueiimeM 3TOT
depMenT, HasbiBaeMblif Takke TPAHCOOPTHOM WAH IJIa3MATHYECKOH
Na, K-AT®-a30#1, 611 o6HApyxeH BO BCEX XHUBOTHLIX H PAaCTUTEIbHBIX
TRauAx. Na, K-AT®-a3a — 3To JiMnonpoTeHHOBbIH KOMILIEKC, QYHKIHH
KOTOPOTO CBsI3aHbl C KOH(OPMAIMOHHbIMHU TepecTpoiikaMH 6EJIKOBbIX MO-
aexya. Ceznenus o6 oTHocUTeIbHOIM Mosekyisiplioii Macce Na, K-AT®-a3bl
BecbMa pasHopeuusbt (o1 100 000 g0 500 000), uTo cBS3aHO C Pa3HBIMH
MeTO/aMM BbleJieHHs:T M cTenelblo OYHCTKU (pepMeHTa. B CpeaneM
ofIasi OTHOCHTe Iblasi MOJIEKyJIsIpHast Macca ¢epMeHTa cocTassteT 270 000.
Taxum o6pasoM, Na, K-AT®-aza — MHOroxoMIioHeHTHasi CHCTeMA, TeTpaMep,
COCTaBJIeHHBII U3 ABYX Oi- U ABYX B-cy6peaunuts. Cy6beaununa 0. 60.1bie
cy6beaunun . KoMnonenta o ocymectsaser ruapoan3 AT u cBasbi-
Balde cTepouAoB (MX oTiOCHTeNbHass MojeKyuspias Macca 95000 —
100 000), a B-cy6beaunuua, oTHOCHTEbHAS MOJIEKY IIPHAsI Macca KOTOpOil
coctaBisieT 40 000, comepkut yraesogubie rpynnbl. O6e cy6beaAMITHIIbE
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CBSI3aHbl NTonepeuHbiMi MocTukaMu. [Ipeanosaraercs, 4To O-Cy6be AUITHIIbI
KOHTAKTUPYIOT MeX Ay coO0H, a B-cy6beMHuIIbI HPOCTPAHCTBEHIIO pasjeie-
ubl. Kaxxpas a-cy6penuiinna NpoHH3biBaeT MeMOpally HacKBO3b. YTule-
BOJIHbIE ienH B-cyObeMHHI PAClo/IOKeHbl Ha Hapy»HoOMH cTopoiie MeMOpa-
ubt (puc. 3.10, 3.11).

Y4acTOK CBSI3bIBAHHS Ocratkyn caxapa
CTePOMAHOTO MHTHOHTOpA

IloBepxHOCTD
MeMGpaHbl, 06palllcHHAA
K HUTO30JII0

YYyacTkH CBSI3bIBaHHS

Puc. 3.10. CxemaTtnueckoe usobpaxkenne cyGpeanunynoil crpyktypsl Na, K-Hacoca
(0~ u B-cy6beaunmusl)

Al

Puc. 3.11. CxeMma pa6otet Na, K-ATd-a3bt
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Na, K-AT®-asa «oTkauuBaeT» HOHbI HATPUA U3 KJIETKH U «3aKauyMBaeT»
HONb! KaJUs B Hee 3a cYeT SHePTuu rugpoansa Moaekya ATD. Depment
nposiBJIsieT MaKCHMaJIblyI0 aKTHBHOCTb TIDH HaJIMYHM B cpesie HoHoB Na, K
u Mg. Ilpornecc onucbiBaetcs caeayouleif cyMMapHO# peakiuei:

Na*, K+, Mg?*
AT® + H,O ————— = AlD + &, + H*.

k. Cxoy npearnosoxui, 4to Na, K-ATd-a3a asisercs uiTerpabHbIM
6eakoM, a pacuienienne ATD obecreynBaeT sneprueit akTHBHbIM TpaHc-
mopT HorioB Na u K. I'umoTesa 6bl1a moATBepKAeHa CIeAy IOUMMU 3KCIie-
PHMEHTAIbHBIMY JAHIILIMU: YpOBelib dbepMelTaTHBIION aKTHBHOCTH KOppe-
JIXPOBAJI C YHCJIOM TpPallCIOPTUPYeMbiX HoHoB; Kak Na, K-AT®-a3a, Tak u
Na-11acoc mpo4Ho CBsi3albl ¥ OAUHAKOBO OPHEHTHPOBaHbI B IIa3MaTHYe-
ckoif MeMOpane; usMenenue cootHomerus uonos Na u K B kneTke oxa3abi-
BaeT OfMHaKoBoe AelicTBre Ha ATM-a3Hy10 aKTUBHOCTb H CKOPOCTDb TPalC-
HopTa 3THX HOHOB; CeP/IeYHbIE TUKO3U/(bl (IMrUTOKCUH M oyabaui) sBJIs-
1oTca cnenuduyeckumu unru6utopamMu Na, K-ATd-a3bi u Na-nacoca. B
1960 r. I1. Koaasamaom (P. Caldwell) 6110 goka3ano, 4T0 HCTOUHHKOM
SHEPrHM A PYHKIHOHMPOBAIIUA IATPUEBOTO HACOCa CJAYXKHT THAPOJIM3
AT®. A. Xomxxun (A. Hodgkin) B 3KcriepuMeHTaX 11a THTaHTCKOM aKCO-
He KaJbMapa noArsepau lanuune ATd-3aBUCHMOTO BbiBeACHHS HOHOB. B
TUTAHTCKHH aKcoll BBOAMJIM PaMOAaKTUBHBINA HM30TON Na M HcciefoBaJd
QUHAMMKY Bbixo/a HouoB. [locae 6noxupoBanus uHanuaoM cuutesa ATD
OTKAYKa HATPHSI IPEKPAIaJach, HO MOJJHOCTHIO BO30OHOBJISLIACH 1I0CE BBE-
nenusi B akcoit AT®D (puc. 3.12). Takoro xe addexta MOXHO TOGUTbCS
[IpU UHBEKIHU B aKcon 6eClio3BoliouHbIX aprunuHdocdaTa, a B sKcrnepu-
MEHTaX ¢ HepBaMH NMo3BoIIoYHbIX — KkpeatuHdocdaTa (puc. 3.13). B onbi-
Tax Ha TEeHsIX 3pH-
TPOUUTOB  ObIJIO

2 MMomb CN
TaK>X€ AOKa3aHo,

L £ F ] !
UTO JUISL AKTHBA- 5 o 00 b —af
unn ATD-aspt u :
TPAHCIOPTAa HO- 3 F
HoB Na u K ue- g 1
pe3 MeMGpairy Tpe- £ 0,001L
6yeTca onpege- & F f I [

: haN
JEHHOE COOTHO- © ; e %, J
o o o of \o‘o

meHHe KoHueHT- . T, . L,
paumy uonioB Na . 0 t 2 3 4 5 6 7
K BHyTpH KI€TKH ;.:( ' t Bpeus, u
1 TOJIbKO HaJIHYHE AT® AT®

;;‘f“ Q)ngzkggg- Puc. 3.12. Bauaune spesednss AT® na BbIXoa HatpHs

M3 aKCOHA, OTpaBJeHHOro uHaHnAoM. TlocJie TepBoro BBeAeHUS
HBIM Cy6CTpaTOM koHuentpaiusgs AT® B akcoHe moBsicuiach Ao 1,2 MMosb, a
A AKTHBAUUHu nocjie BToporo — no 6,2 MMojb

Na, K-AT®d-a3n1.
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2 mmoas CN

3a 1 MUH

0,002

o
8

Oyabannn u apyrue
CTepou/iibie MHTHOH-
TOpbI NOAABJAIOT aK-
TuBHiocTb AT®-a3sbl
AP 3KCTPAKJIETOUIIOM
BO3JeUCTBHH 11a IPUT-
pouutbi. Kakum xe
o6pasoM ATD obec-
TeYUBaeT AKTHBHbIA

0 1t 2 i3 4

Kpeatnn- Apruuus-

Jlona Na®, tepsemas

¢ochar

5

¢ocar

Puc. 3.13. Bangune nocjeXoBaTCAbHOTO BBCACHMS

6 7

8 Bpe-

Tpancnopr Honos Na
u K? B npucyr-
ctBuu yotnioB Na u Mg
AT® dochopnnupy-
er Na, K-AT®-a3y.

M4,

kpearnHdocdaTta n apruHiudocdara Ha BBIXOJ HATpHA

M3 aKCcOHa, OTPaBJIEHMHOrO UMaHNAOM. CpeaHSsS KOHICHT-

pauus kpeatiH(ocgaTta cpasy ke mocjc BBeacHHA Oblia

pasna 15,3 MMoJIb, a cpeaHAS KOHIICHTpaitMA apruHHu-
docdara — 15,8 mMMomb

YyactkoM ¢ocdopu-

JIUPOBAIIHA  CAYXHT
OCTaTOK acnapTaTa

tepmenra. B mpucyt-

cTBuH HoHa K npouc-

XOAUT ruApo/m3 dhochopuanpoBaHoro NPoMexyTOUHOTo Ipogykra E —
@y, Ana npouecca nepocopunupopaius 1e Tpedyercs 1 Hou Na, nu

uon Mg:

E + AT® - E,

E,

~ @, + AlD;
- @, + Hy0 - E + O,

B nponecce dyHkuunoHnpoBaHus HacoC MpUHMMaeT IIo Kpaileii Mepe
ABe pasnbie xondopmauuu — E,; u E,. Bcero xe B TpanicnopTe HoHos Na,
K u conpsixenHoM ¢ HuM rugposuse AT yyacTByIOT lie MeHee YeTbipex

"‘MZO
E, a’, Mg

E\ -0y

1 VY

pila]

oR_ JHo

y

Ep

E; - @y

Puc. 3.14. Cxema paGots! Na, K-AT®-a3bl BoO
BPCMS AKTHBHOTO TpPAHCNIOPTa
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KOHCbopMa.uuom{mx dopm
(bepmema ~ Dy
E, — Cpnc 3.14)."

HeCMOTpH Ha 60JIb-
1oe XOJHYECTBO AAHHBIX
o ctpykrype Na, K-naco-
ca, MeXaHH3M ero AeficT-
BUs H3yyell HEAOCTATOY-
Ho. OcoObiit ulTEpeC Bbi-
3bIBaeT MOAEJb, B COOTBET-
CTBHM C KOTOPOH K CTPYK-
Type 6enka NpeabABASIOT-
csa caepyomue TpeboBa-
HUYST:

— B Mojekyje Oeyka
AOJIKIA GBITH MOJOCTD Ta-
KoM BeJIM4YMHBI, YTOObI B 11l
TIOMEIAUCD HeGOIbIIIE MO-
JIEKYJIbI HJIH HOHBI;



— 6enoK /IOJDKEH CYILECTBOBATh B ABYX KOH(MOpMaUUAX, NpUYeM B
OIHOIi NIOJOCTb AOJDKHA GBITh OTKPBITA CO CTOPOHBI, O6PALIEHHOI BHYTDPD
KJIETKH, 2 B IPYTOi — CO CTOPOHDI, 0OPAIEHHOH Hapy>Ky. JTH KoH(OpMa-
I[HH JOJDKHBI UMETh PasHOe CPOACTBO K TPAHCHIOPTUPYEMbIM KOMIIOHEHTAM.

C noMOIIbIO CX€MBI, IPpEACTABAEIHOMN Ha PUC. 3.15, MOXKHO NPOCAEAUTD
BCIO NOCJIEA0OBATEIBIIOCTD KOH(OPMAIUOIIIBIX NpeBpallieHuil pepMeHTa, Tie-
peHoca UOHOB U ofeclieueline 3THX NpOLEeccOB 3a cuer sHepruu ATD.
CripaBeA/IMBOCTD TaKOH MOJE/M HOATBEPKAAETCS ABYMSI IKCHEPUMEHTaMH,
TIOKA3aBIIMMHU, YTO HOHBI HATPHS «3aIyCKAIOT» (PoCOPHIHPOBAHNE, 2 MOHbI
Kaausa — gaedocdopunupoBanue. O6a st npolecca CTaGUIM3HPYIOT nep-
BYIO 4 BTOpYIO KoH(opMalmoHHble ¢opMbt pepmenTa. Ilepemelnenue He-
CKOJIbKUX aTOMOB MOJieKy bl 6eska 11a 0,2 HM MOXXET H3MEHHTb OPHEHTA~
ILIMIO NIOJIOCTH U cPOACTBO kK uoHaM Na u K. OTMernM, 4T0 npu THApoaH3e
onuol Moaexynbl AT npoucxoauT nepenoc Tpex HOHOB HATPHA H ABYX
noHOB Kanusi. Cre0BaTelblO, pab0Ta Hacoca relepupyeT 3IeKTPHIECKUH
TOK yepes3 M?M6paﬂy. MakcumManbioe 4ucao 060potoB AT(M-a3nt cocTas-
Jster 100 c™1,

BHekneTouyHoe Ui

MPOCTPAHCTBO /6 » 3
174 LEd ADP
I e “ e / e
HutonnasMa g ¥
1

\
L NS 1

\
” mz "
5

<)

Puc. 3.13. Monenp ¢yHkuuonnpoBanna Na, K-ATD-aant.
CassbiBanse Na (1) 1 nocaeaywomee (boc(ggpmmponanne (2) AT®D-a3wr co cropo-
HBI [IHTOTIa3MBl HHAYNHPYIOT B 6efke KOH(pOPMalMOHHbIe H3MCHEHHA, B pe3yabTate Ko-
TOpeIX Na* nepcHocHTCA 4Yepe3 MeM6?aHy H BBICBOGOXKAAeTCA B MEXKJETOYHOE Npo-
crpanctBo (3). 3arem cssbiBanne K* Ha BHemHeil moBepxHoctH (4) m mocacaymomec
nc(bocl?opn;mponaﬂnc (5) Bo3BpamaiT GENOK B MEPBOHAYAIBHYIO Kon(b%gmaumo; TpH
atoM K* npoxoaut uepe3 memGpaHy H BbicBOGOXKAaeTcsl B IuTonziasme (6). DTH naMme-
HEHHS AHAJIOTHYHBI MepexoflaM THIA <«MHHI» — <TIOHT»

Oco6enio BaxkHo To, uTo aeiictBue Na, K-ATd-a3nl o6paTumo, u B
MoenbHoil cucTeMe (pepMeHT MoxkeT cHHTe3upoBath AT®D us AID u D,
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TunoTeTHYECKU TaKOH CHITE3 MOXKET IPOUCXO/IUTD JIMIb B YCAOBHAX Pe3-
KOTO yBeJIHUEHUSE HOHHBIX FPAUEHTOB, YTO BO3MOXKHO JIHIUD FIpH UHKYOa-
LMY SPHTPOILUTOB B CpPe/ie ¢ BbICOKOH KOHIIEHTpalell HATPHS U HU3KOU
KOHIIEHTpalIVell Kams.

Ca-ATD-aza

CymecrByioT aBa tina Ca-AT®d-a3: ogna 13 9TUX PepMEHTATUBHbIX
cucteM o6ecrnednBaeT Bbi6poc CaZ* U3 KJETKH B MEXKJETOYHYIO CPexy
(Ca-Hacoc 1L1a3MaTH4ecKuX MeM6paH), pyrasi — akKyMyJimio uoiioB Ca
U3 I[MTOMJIa3Mbl BO BHY TpuKJIeToYHOe Aeno ( Ca-Hacoc BHYTPUKJIETOUHbBIX
MeMGpaH). IIpumMepoM riepBoro THma Moxer ciayxkutb Ca-Hacoc 3pUTpoOLH-
TOB, Broporo — Ca-Hacoc capKonia3MaTH4ecKoro peTuxkyayma. Onu o6a
crocoGHbl co3nasathb Gosee yeM 1 000-kpaTHbiil rpaauent Ca2* na cBoux
MeMO6paHaX, peryAHpYs B KjieTke ypoBelb HoHa Ca, KoTopblii 06yc/I0BIMBa-
€T MHOTHE CTOPOHE! KU3HeAestTeAbHOCTH KaeTkd. Ca-AT®d-asa akTusupy-
eTcst HU3KMMHM KoHueHTpauusamu Ca?t ¢ K, — 1077 MmMouib /1, a BbiCOKHI
ypoBenb Ca2* (1 — 5 MMosib /1) TOPMO3HT €€ AKTHBHOCTb.

OunienHblii pepMeHT He TepsieT cBOeit aKTHBHOCTH B cpefe ¢ dpocdo-
JUTTMAAMY WM feTepreyTamMu, 06AafalolMy CXOIHBIM THAPO(HIABHO-JTUTIO-
¢uabHbIM K03 YHUIMENTOM H XapaKTEPH3YIOIKMH PaclIpee/ieHue Belle-
CTBa MeX.Ay MOJIpHoil U nenoaspioil ¢asamu. CTPyKTypHOH equHuLeH
¢depMeHTa ABIAETCS MOHOMED C OTHOCHTEJBHOH MOJIEKYAsIpHOH Maccoit
100 000 — 150 000, cioco6HbIil 06bEAUHATHCA B OJIMTOMEPIIble KOMIIJIEK-
cbl B MeMGpane. Kaxkantii MonoMep comepxkur aBa Ca2*-cBsI3biBalomuX
1eHTpa ¥ oauH AT D-cBa3biBalomuii, cClOCOGHBI K o6patumMoMy docdopu-
suposanuio ot AT® B cpeze ¢ Ca2* u Mg?* u or @, — B cpene c Mg?*.
O6napy:xeHb! ABa BUza GepMeHTOB, ipeBpalieHHe KOTOPBIX CONPOBOXKAA-
ercs mepeniocoM Ca2* ¢ oHOM cTOpOIibl MEMGPaiib! Ha IIPOTUBOIIOIOXKHYIO, a
B 06paTHYIO CTOPOHY OCYIIECTBJAETCS NiePeHOC ABYX IPOToHOB. Huxke
TIpe/iCTaBJieHa CyMMapHas CXeMa Mpollecca:

E + MgAT® + 2Ca,, - E - @, Ca?* - E + @, + 2Cay,,.

U3 cxeMbl BUAHO, YTO CTEXHOMETpHs TpaHcnopTa Ca2t /AT® pasna 2,
npuyeM Ca-Hacoc MOXKeET HCIOJIb30BaTh SHEPTUI0 MHOTUX APYTHUX cy6eTpa-
TOB A5 TpaHcnopTa Ca2*, XoTs ¥ ¢ pastoil MOJEKyISIPHON aKTHBHOCTDIO.
Oya6aun 1 o/roMHuuH — cneuuduyeckue nuruéutopst Na, K-AT®-as3bi,
U AT ®-asp1 MuToxolapuii ie 610kupylor Ca-AT®-a3zy. Ona mirubupyer-
Csl PyTEHHEBBbIM KDACHBIM, BaHafaToM u psaoM SH-pearemros (Mepca-
JoM, N-3THIMAIEMMHIOM U Ap. ).

K, H-AT®d-a3a

K, H-AT®-a3a ciu3ucToit 0601049KH KeayAKa U KHIIEYHHKA HeYyB-
CTBHTeJIbHA K oyabauHy, HoHaM Na ¥ 61kap6oHaTy, HO MHrHOupYeTcs $To-
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PHIOM, JULMKIOTEKCHIKApGOAHaMUIOM, N-sTHAMaIeUMUAOM, Zn?t u Ba2*, a
ontaMa/bHbii pH pasen 7,5. B npouecce rugpoMTHYecKOro uukia gep-
Ment o6pasyeT (ochOpHANPOBAHHbI HHTEPMEIHAT, KOTOPLIH GBICTPO
pacnazaercs noj BausHueM HoHa K n Gojee cTabusien npH €ro oTcyT-
CTBUH. B 3aMKHYyTbIX MEMODAaHHBIX NpeniapaTax Ha6JIIOJaeTCs aKTHBAIUs
K, H-AT®-a3s! BaIUHOMUIIHHOM, YTO CBHJAETEILCTBYET O HAJHUMH «3aMac-
KupoBanupiX> (1egocTynubix s Hoos K) uentpos. Konuyectso 3am-
KIIyThIX Be3UKYJ, OPHEHITHPOBAIHBIX K-LeHTpaMul BIyTDb, MOXET CO-
craBnate or 30 mo 100 %. Mdepment K, H-AT®d-a3a cneunduuen no
oTHouenu0 K cy6erpary. On ruapoausyer AT ¢ BBICOKOi CKOPOCTBIO:
OuMIleHHbIe IpenapaTbl 061aJaI0T aKTHBHOCTDIO 0 110 MkMoab AT Ha
1Mr GenkaB 1y anu 37 °C); ryanosunrpudocdat u uMTHARHTPUGOC-
¢aT rHAPOIH3YIOTCA CO CKOPOCTbIO, B 7 — 9 pa3 MeHblled, 2 MHO3UHTPH-
docar He runpomsyetca Boobute. K, H-AT®d-a3a — onuromepubiii 6e-
JIoK. B ounminexnbix npenaparax ¢gepMeHTa BbIAESIOTCS ABa NeENTHAA C
OTHOCHTEJIbHOU MoJieKy.IsIpHoil Maccoit 84 000 — 100 000, a Tax:xe MUHOD-
Hble 6eJIKOBble KOMIIOHEHTbI.. AKTUBHOCTb (pepMEHTa 3aBUCUT OT JIMITUIHO-
FO OKpYXKeHust 1 (PHU3UKO-XHMUYECKOro cocTOsIHUsA 6Ucnos. CrexuoMerpus
TpaHcnopta coctapiasteT 4H* /1AT®. C. U. Boutuur (S. 1. Bonting)
TIpeqInJaTan ydactie (epMeHTHOH CHCTEMbI B PeryJjisiiiH ypoOBHS HO-
BBIIIEHHOH KHCJOTHOCTH >KEJIyROYHOTO COKa. BeposATHO, aHaJOru4IiIbie
K, H-AT®-a3bl pyHKUMOHHPYIOT B MeMOpaliaX GaKkTepHii.

B 1965 r. 6bL1a o6Hapy:Kella Apyras aHuonyyBcTBUTeAblIasA ATM-a3za
B MHKPOCOMAX CJU3HCTOH key/ika Jaryniek. I'uapom3s ATO sroii cucre-
MOl aKTHBU3UPOBAJICS ABYMs alMoHaMu (6UKapOOHATOM H XJIOPHAOM) U
COTIPOBOXKAJICSA X TPAHCIIOPTOM Yepe3 MeMGpairy. THoLHaHAT, MHFUOHDY-
I0HMH TPAHCIIOPT aHUOHOB, noAasnan u ATMd-asHylo akTuBHOCTDb. [Ipeano-
JiaraeTcs, YTo o6Hapy KelHasi akTHBHOCTb OTpaKaeT NPOLEeCcC, KOTOPbIi Iipo-
TEKAeT B KJIETKaX, CEKPETHPYIOLUHX CONAHYIO KUCJIOTY.

B muronnasme

H,0 + CO, — kap6oanruapasa — H* + HCO;.

B mMem6pane

Cl,,, + HCO,, , + AT® — anunonnas AT®d-aza —
> Cl,, + HCOy,,, + ALD + D,

Taxvim 06pa3oM, B CEKPETUPYIOHNX KJIETKAX MOXKET HaKATUIMBATECA COMIA-
Hast KUCJIOTA, a BHe HX — GUKapGoHaT-HOoH, perympyiouui pH cpenpi.

AmmonuyscTBHTe bHbie AT(D-a3b1 06Hapy>KeHbl B BbIIEHHTEDbIION TKa-
14, TIOJKeJyJ0YHOM XKesie3e, KJAeTKaX MO3ra U acUHTHBIX KjeTkax. OHH
HaliieHbl KaK B MUTOXOHAPUAAbHOH (paKiMu, Tak U Bo ¢ppakiun [IM.
Anuonmbie ATd-a3bl aTHX ABYX (paxumil pa3JIHyaniuch N0 YyBCTBUTEIbIO-
CTH K OJIMFOMMITHHY , KBEDLIETHILY, aypoBepTHHY D.

B Ta6a. 3.1 npuBozsiTCca BaXkHelinme cBoiicTBa MeM6paHHbix ATM-a3,
TPAHCNIIOPTHPYIOIMX Pa3iUYHbIe KaTHOHBI. B TpallcnopTe opralyecKux
BelIeCTB YYacTBYIOT M [pyTHe MexaHu3Mbl. Co3aaBaeMblil akTHBHBIM TpalC-
HOPTOM 3J1eKTPOXUMUYECKHIi rpagneHT HOHOB Na ofecnieunBaer snepruei
TPAHCTIOPT AMHIIOKKCJIOT M CaXapoB B XKWBOTHEBIX KJ€TKaX. MHorue akTus-
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Hbl€ TPaHCHOPTHbIE IIPOLIECCH] HEMOCPEICTBEHHO i€ 3aBHCST OT THAPOAH3a
AT®, 110 conpspKetbl C TOTOKOM HOHOB TIO 3JIEKTPOXHMHYECKOMY TpajfiMeH-
Ty, T. €. SIBJISIOTCA BTOPUYHO-aKTUBHBIM TPaliciOPpTOM. Bo Milorux skuBoT-
HBIX KJIeTKaX HOHbI Na U TJI0K03a CBA3bIBAIOTCS CO ClielHPUIeCKHM TPaHC-
HOPTHBIM 6eJKOM M OAHOBPEMEHHO NPOHUKAIOT B KJIETKY.

Tabnauga 3.1
Tpaucnoprusie AT®-a3m

®dcpMeHT Tun knetok Jlokanu3arms DyHKIMA
Na, K-AT®-a3a | Bombmmacteo xku-  {[InasMaTudeckas Hoanepxusact BbICOKYIO
BOTHBIX H PacTH- MeM6paHa BHYTPHKJICTOYHYIO KOH-
TEAbHBIX KACTOK ueHTpaimio K
H-AT®-a3a OO6KIaz04HbIC NnazMaTuyeckas Cexpemnpyet H* B xeny-
KJICTKH CIM3ACTON  [MeMOpaHa JIOYHbIi COK
KeMyAKa
H-AT®d-a3a KusotHbIc H pacTi- |BHyTpeHHAs McMOpaHa | Y4acTByeT B OKHCJHTEND-
TE/IbHBIE KJICTKH, MHTOXOHApHI, HOM (hOTOCHHTETHYECKOM
GakTepun BHyTpenHsisi MeMGpaHa |docdopunnpobanun ALD
XJIOPOTLIaCTOB, no ATD
NAa3MaTHYecKas
McMOpaHa
Ca-ATd-aza  [Kuporusic kaetku  |IInmaamMaTiyeckaa «BrikamBaers Ca® u3
MeMGpaHa KJIETOK, CHOCOOCTBYS MX
HaKOMJICHHIO B [IUTO30]1e
CapkoniaaMaTH4e- Cnoco6ecTBYeT HAKONJICHHIO
CKHf pETHKY TYM Ca? B uycTepHax capKo-
TIa3MaTHYECKOTO PCTHKY-
JiyMa, BHI3bIBasA paccia6-
JieHNe MBI

MemMO6palisiii AUNUAHbIA 6HCHON HeNpOHUIAeM /il 3HAYUTENbHIO-
FO KOJIMYECTBA NOAPHbIX MOJIEKY, /IS TPAHCHOPTUPOBKU KOTOPbIX B ILIas-
MaTH4YecKHX MeMGpaHaX UMeeTcs GOJbIIoEe YUCAO cieliHIecKUX TpaHC-
NOPTHBIX 6eK0B, POPMUPYIOUIKX TPAHCIIOPTHBIE MYTH Yepe3 JIHIUAIbIA
6ucnoii. Onu HasbIBaloTCA GenKaMu-niepenocuukaMu. Ilocreqime o6erda-
10T auddysuio pacTBOPeHHOTO BelllecTBa Yepe3 6ucioun. [[pyrue Genku
UCHIBITBIBAIOT Psi KOH(POPMAIMOHHBIX U3MeHEHHM, BbI3bIBaeéMbIX THAPOJIH-
3oM AT®D wm cBsI3bIBaEM UOHOB, B Pe3yJIbTATe Yero clioco6HB! paboTaTh
Kak Hacocbl, TPAHCIOPTUPYA UOHBI NPOTUB JJEKTPOXHMHYECKOIO Ipa-
JIUEHTA,

Xemuocmomuuecxan meopus Mumueara

Ha B03aMoXHOCTb CO3aBaTh BbICOKHE KOHIIEHTPALME TIPOTOHOB B KJIETKaX
IPH NPOTEKAHHW pPeaKUMH OKHMCJIEHMS BIiepBble OOpDaTH/] BHUMaHuE B
50-x rr. XIX B. P. [spuc (R. Davies) npu o6cy>xaeHHM BOXpoca o
MeXaHH3Me CEKPELMH KHCJIOThI KJIETKaMH XKenyaka. JonycTuM, peakuuu, o
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KOTOPbIX 1iIJIa pedb, IPOTEKAIOT TaK, YTO 3ACKTPOHB! yAAJSIIOTCA U3 PaCTBO-
Pa, TOria OKHCJieHHe JII060ii OpraHuYecKo# MOJIEKYJIbl IPUBe/ET K NOosBJie-
HMIO B 3TOM pacTBope npotoHoB (pH pactBopa nouusurca). I1. Muryenn
(P. Mitchell) B 1961 r. npeAnoxus UAEI0 XEMHOCMOTHYECKOTO IHEPTeTH-
4eCKOTO COMPS’KEHMs B AbIXaTeJbHOM nenu. I/ nmolMMalus NpUILHia
XeMHOCMOTHYECKOFO CONIPsKelIMs HeO6X0ANMO 311aTh CIeAYIONIHe MOJIoXe-
HUS:

— BHYTPeHHs1s MeMOpalia MUTOXOH/IPMH, T/ie IPOHCXOAT OKHCAUTETb-
HO-BOCCTAHOBHTeJIblible PeaKly AbIXaHusA, HENPOHUIAaEMA 714 IPOTOHOB
(Tounee, npoton anuddynaupyer Yepe3 ABoiiHOM docdomrunuabli cioit
OYeltb Me/JIENIIO TI0 CPABHEIMIO CO CKOPOCTDIO NOTPe6IeHNs KUCI0POaa).
B 10 xe BpeMsa MeMGpalla XOpPOIIO NpOHUIlaeMa /11 BoAbl U Gjaaromaps
3JIeKTPOJMTHYECKOH AMCCOIMAIIMY 3anac IPOTOHOB B BOAHBIX pacTBOpax
HeorpaHHYeH;

— BHYTpeHHsI1 MeMOpana MUTOXOHPUH aCHMMeTPUYHA: OHH KOMIIO-
HEHTbI IbIXaTebHOM LEeNU KOHTAKTUPYIOT C MaTpUKCOM (HampuUMep, aKTHB-
HbIi LEHTP KOMILJIEKCA), APYTHE PaciON0XKelbl BHYTPH MeMOpanbi (Harpy-
Mep, yGUXUHOH), TPETbU KOHTAKTHPYIOT C MEXXMeMOPAIHbIM IPOCTPAICTBOM
(HanpuUMep, UUTOXPOM C);

— paspyureHBe MeMOpaHbl He npensTcrByer okucaenuio HA J[-H kuc-
JIOPOZIOM M Ja’K€ YCKOPSIET AbIXaHue. JilepreTuyeckoe conpsixetne (CuH-
Te3 AT®) 1ipH 3TOM NOJHOCTbIO TIpeKpalliaeTcs: NPOUCXOAHT PasobileHue
HpoleccoB NiepeHoca 3EKTPOHOB U 3anaca suepryd. [ pa3o6uieHns He-
00s13aTeIbHO NOJIIOCTBIO Pa3pyluarb MeMGpaly, AOCTaTOYHO, COXPaHsA ee
CTPYKTYPY, 106aBUTD BEIleCTBA, PE3KO MOBBIUAIOIME POHULIAEMOCTD MEM-
6paHbl 711 IPOTOHOB.

JL7is1 TOFO 4TOGHI OHATH NIPHHIAN XEMHOCMOTHYECKOTO COMNPSIKEHH,
NIPeAIOKEHHOro MUTYeI/IOM, PACCMOTDHM B KadyecTBe NipUMepa XUMHUYe-
cKuii reHepaTop, NpUMeHsTIoNMIics B TexiKke. [IpeacTaBuM cebe cocyn, pas-
JeJieHHbIH NeperopoAKoi, mponuilaeMoii 171 BOAbI H LieNlPOHHIIaeMOi 1A
Kakux-1160 HOHOB. B meperopoaxy BMOHTHpPOBaH NPOBOIHUK 3JiEKTpHYe-
ctBa (MeTaun), TopLEBble NOBEPXIIOCTH KOTOPOTO, OOpaLleHHbIE K PACTBOPY,
TOKPBITHI KAKUM-HUOY b KaTamu3aTopoM. I1pu nogaye B omutl otcek H,, aB
apyroit O, Ha NOBEPXIIOCTH TiePeropoAKH 6yAeT POUCXOMUTD CAeAyIonuii
npouecc: B oxaiiom orceke H, — 2H* + 2e. IIpoTons! ocraiyTcs B pacTBo-
Pe, TaK KaK Neperopoika HeNpoHUIaeMa Al HOHOB. DJIEKTPOHb! TI0 IIpo-
BOAIMKY TiepeiIyT Ha IPOTHBONIONOXKIYIO TOBepXHOCTh, U Toraa O + 2e +
+2H*-> H,0 + OH".

CyMMapHblil pe3yJbTaT Apoliecca KOHTPOJUPYEMOrO OKHCAEHHS BOAO-
POZAa KHCAOPOAOM 3aKJI0HaeTCs B TOM, YTO NEPErOpoAKa OKasKeTcs 3aps-
3KEHHOM ¥ BO3HUKHET IPaJAMeHT KOHIEHTpaluyu IpoToHa. MiMenno 3a cyer
TOKa TIPOTOHOB pabOTaeT MOMEKYJIAPHLI MexaHu3M, cunresupylounit ATO.

Kaxzpiit H3 Tpex KOMIIEKCOB, COCTABIAIOUMX AbIXaTeJIbHYIO 11€llb, pa-
60TaeT Tak, YTO NEePEHOC JIEKTPOIIOB MO €ro NMPOCTETHYECKUM IpyIifiaM
<(:onpoao>l<1)1ae'rca NepeHOCOM HPOTOHOB Yepe3 CONPAraloiyio MeM6paHy

puc. 3.16).
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MexmeM6paHHOC
MPOCTPAHCTBO

BryTtpennsas Martpukc
MeMOpaHa

H+

H* H*

Puc. 3.16. Mcxanuam TpancdOpMaIiHi 3HCPTUM OKUCJCHHA YOUXHHOHA LIMTOXPO-
MOM C B 3HCpTHIO A U, TIpH pabote koMmyckca I1T aprxatensnoit nemn. Boccranosusien-
ublit y6uxunon (QH,) pearupycr c Xe/icaom reMa b, i BocctaHaBmiBaet ero, 0cBo6ox-
las TMPOTOH B BOAHY!O (a3y H MpeBpaniasch B MOJYBOCCTAaHOBJCHHYIO (OpMY. DJCKT-

poH ot rema b(I) mepeHocuTea yepe3 McMOpaHy K Kescay reMa b?llg
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3.2. BHOJJIEKTPUYECKHUE SABJEHUS

BuoanexkTpuyeckye ABAEHHA — 3TO KJIETOYIbIE IPOIIECCH, COTIPOBOK-
Jaloiuecs nepepacnpesiesieiieM U TPALCTIOPTOM 3JIEKTPHYECKHX 3apAAOB,
06yCcAOBJIEHHbIE IDHCYTCTBHEM B KJETKaX (PHKCHPOBAINIBIX (3apsiKeHiibie
rpynnbt 6eakoB M ¢GocoIUnHA0B) U nOABWKHBIX (cBOGOIBIE HOHDI U
BJIEKTPOHDBI) 3JEKTPHYECKUX 3aPSIIOB.

B HacTosiiiee BpeMs NIPHHATO KAACCUPUIMPOBATH GHO3AEKTPHYECKHE
SIBJICHHUA Ha CJIEYIONIUE TUIIbL:

— 6HO2JIEKTPUYECKUI NOTelIMa] — 3JAEKTPUYECKHI NOTEHLHAT IIa3-
MaTH4ecKoi MeMGpaubl KeTkH (MeMOpailHbIii OTEHIHAN), UCTOYIIMKOM KO-
TOPOrO SIBASIOTCA 3JIEKTPOXUMUYECKHE FPAJHEHTHI Pa3jvYHbIX MOHOB.
YcnoBHO pa3au4aloT 6M03EKTPHYECKUI NOTEHIIMA IOKOS — CTallHOHAp-
Hast PasHOCTD 37IEKTPHYECKOro NTOTEHIUAA MEX /LY LIMTOIIa3MOil 1 BHEKJie-
TOYHO# >KMAKOCTBIO B COCTOSIHUM (PYHKUUOHAABHOTO NOKOS KAETKU U 1IO-
TeHIMak AeHCTBUA — ObICTpble M3MelieHUsI MeMOPAHOIO NOTEHIMAA IPH
dynkumonupoBaHuu (Bo36yKenne HePBHbIX, MBILIEYHBIX U HEKOTOPHIX
3KeJIe3UCTRIX KJIETOK, a Taloke KJ1E€TOK BOXOPOCJEH ¥ IPOBOASIIMNX [IYYKOB
BBICIIUX PaCTEIHit);

— OKMCJIUTENblIO-BOCCTAHOBHUTE/IbHbIA noTeHuuas (peaokc-moTen-
LHai) — pa3tiocTb NOTEHIMAIOB, BOHUKAIOWIAsH B IPOLIECCE OKUCIUTENBHO-
BOCCTAaHOBHTEIbHOHN peaKluy NiepeHoca 3JIEKTPOHOB OT A0IIOpa K aKIUEnTo-
Py;

— 21eKTPOKMHEeTHYeCKuH moreHnuan (9JeKTPOKUHETHYECKKE SABJIE-
HUs)) — Pa3HOCTH MOTEHLAJIOB, BO3HUKAIOIIAS B CUCTEME NIPU MeXalluye-
ckoM ABwkeHHU ¢a3. B raHHOM THIe pa3jdyaloT:

a) anektpodopes — ABHKeHME AUCHiEPCHON (a3bl [0 OTHOLIEHHIO K
AUCTIEPCUOHHOI Cpefie B 371eKTPUYECKOM TioJie (HallpuMep, ZPOKKEBbIX KJle-
TOK niu ¢popMelnbIX 371eMEHTOB KPOBH B XKMIKOH cpeie NPH NOMeIeln
HX B IOCTOSIHIIOE 3JEKTPHUECKOE HoJie);

6) 31eKTPOOCMOC — [BHKEIIHE KMAKOCTH 4Yepe3 HOPHUCTYIO NEPEro-
POJKY MOZ BJHSIHEM BIIELIHETO 3IEKTPHUECKOTO NoJs (HanpuMep, aHo-
MaJblibli 0CMOC B IIOYKaX);

B) NOTEHUHA TEYEHNs] — MOTEHLHA, BO3HUKAIOWIUI MEXK/IY KUIKOI
¢a3oii U cTeHKaMH coCya NP ABHXelIUM KHAKOCTH (TOK KPOBH TIO apTe-
PHUSM ¥ BEHaM);

r) noreHuna oceganus (cequMeHTalMu) — MOTEHIHA, KOTOPbIH BO3-
LMKAeT B reTepPOreHHoH cpeze noJ BAHAIINEM CUJIb] TAXKECTH MEXIY BePX-
HMMU ¥ HH3KHHUMH CIOSIMHU CHCTEMBI,
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3.2.1. ®U3UKO-XUMHUYECKHE OCHOBbl BOSHUKHOBEHHUA
BUONOTEHIIMAJIOB

3.2.1.1. DUIUKO-XHMHYECKHE NpOoLecChl POPMUPOBAHUS
MeMOPaHHOro NOTEHIHANA

dopmupoBanne MeMOpalioOro NorellHaga 06ycaI0BIeH0 COBOKYMIIIO-
CThIO 3JIEKTPUYECKUX ITPOLIECCOB 11a rpalnle paszesa ¢as: TpancMeM6pail-
HbIM NOTEINIHAI0M U [IOTEINNAN0oM MeMGpaHb!, a TAK)Ke SIBJIEIHsMH, OIpeze-
JSIOIMMH (POPMUPOBAIIKE ABOMIIOIO 3JEKTPHYECKOTO CJIOSt BOKPYT MeMG6-
pallbl ¥ TIOBEPXIIOCTHOrO 3apsifia.

Teopust BOMNOro 3JeKTPUYECKOrO CJIosA GbLIA pa3BHTA B HCCJENOBA-
nuax . Tyn (H. Guy) u P. A. Yanmena (R. A. Chapman) B 1910 roay.
Ona nocTy IUpyeT, 4TO pacHpexeeline HOUOB B 061aCTH 3apsiKelloii 11o-
BEPXI1I0CTH MeMOpalIbI OIIpeseIsier;

— BJIEKTPOCTATHYECKOE NIpUTsDKenue (CBs3biBallne);

— TEMJIOBOe ABMXKeHHe UONOB (OTTaNKUBaHKE).

B cayyae TenioBOro ABMKeNust HOIIOB MX KOIIIEITPalus BOJIH3H HO-
BePXHOCTH MeMGpallbl COOTBETCTBYET 3aKkoly BosbiMalia:

C, = Cap €xp (=2FE/RT),

rae R — rasoBas noctrosiHnas; 7 — a6conioTHast TEMIepaTypa.
ITpodunb morenunasa B 061acTi JBOMHOTO CJIOST PACCYUTHIBAETCS 110
ypasaetuio Ilyaccona — Boabumara:

d?E/dx*=~-F/¢c¢, 2C, . exp (-zFE/RT).

Hap Hap
IoBepxiiocTHBII 3aps MeMOGPaHbI He MOKET OBITh U3MepeH, H, Kak Ipa-
BUJIO, PETUCTPUPYIOT apaMeTp, OJU3KUH K HeMY, — [I3€Ta-TIoTeHLHa, KOTo-
PBIit BO3HHKAeT NPHU JBUKEHHUH C10s1 THAPAaTHPOBaHIIBIX HOHOB U IPONOp-
LIMOHaJIeH TIOBEPXHOCTIIOMY 3apsiiy MeMOpalibl.
TpancmeMO6paiiipiii MOTelHAN KIAETKH ONpeleasieTcsl U3 ypaBleHus
Hepucra:

E=RT/FlnC,,/C

Mex¢a3oBBIi CKaYOK NOTEHLIHATA BO3IIMKAET TOJBKO B CJAy4yae, KOTAa KO-
acdduumenTsl pacnpezeseHus KaTHOHOB U allMOIIOB pa3jinunbl. Bennunia
JAHIIOro NOTeHIHAA OTIPEAEIIeTCs] COOTHOLIEHMEM

E=RT/FlnA,/A

rae Ay, Ay, — K03(QQUUHENT! paclpeenenns HOHA COOTBETCTBENIO
MEXIY MeMOPaloil U OKpyskaloleif cpefoit.

IonsTne «6HO3aEKTPHUECKHE IIOTEHIHANb» HOBOIbBIIO 06illee H KO-
CTaTHPYET TONbKO Pa3ANyMs BeIUYHHbI HOTEHI[HANA MEXAY SKCTPAKJIETOY-
110/ ¥ BIIYTpUKJIeTOYNOH cpefoit. OnlIako B KJeTKe CyLIeCTBYET COBOKYTI-
IIOCTb Pa3JNYIIBIX OHO3/IEKTPHYECKHX MOTEIHAIOB, He TOJIBKO MEXIY e
BIYTPEUIUM COZEPKUMBIM U OKDYKalouleil cpeloil, 1o ¥ Mexay Bo36yxK-

Hap'

Hap’
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JIeHHBIM U HeBO36YXENHbIM YYaCTKaMU OO U TOi ke KJIETKH UJIH Opra-
Ha. BosnukiioBetide pa3ioCTH NOTEHLHAJIOB OGYCIOBEIIO HEPABHOMEPHDBIM
pacnpezesieHHeM HOHOB MeXAy KJAETKOH M OKpyxalolleil cpexoi.

Ilnsa o6bsAcHenns MeXalu3Ma HepaBHOMEDHOTO pacipeie el s HOHOB
110 06e cTopoimt MeMOpannt . Jonnan (F. Donnan) npeasosxun MOZENb, B
KOTOPO#i 1Ba paCcTBOpa paszeielibl MeM6paHoif, TPOIIHIAeMOii 1JIS BOAbI H
3JIEKTPOJIUTOB, HO HENIPDOHULAEMO}t 1As KpynubiX Moaekyn (puc. 3.17). B
HapYXIbiif OTCEK «a» NMOMENIAIOT PACTBOP 3JIEKTPOIHTA XJIOPHCTOrO KA,
BO BHYTpeHNHUH OTcek «6» — mporennara Kaaus. B orceke «6» XJjop
OTCYTCTBYeT Y IO rPafiHelITy KOHNlIeUTpaluu npolukaer B Hero. Ycxogno
PAcTBODBI OblIM 3JIEKTPOHEHTpaAbIIBIMH. B oTceke «6» ajieKTpoHelTpain-
HOCTDb NOAAEPKUBAETCS TEM, YTO JBIKEHHE HOHOB XJIOPA COTIPOBOYXKIAETCS
IBM>KeHHeM HOHOB Kasmisl. K MOMeHTY paBHOBecHs B OTceK «6» IIPOHHKAeT
X HOHOB KaJus ¥ X HOHOB XJIOPa, B pe3yJibTaTe coJepKaliie HOlIOB Kajls B
HeM cocTaBJisieT C + x, a MIOHOB XJI0pa — X; B OTCEKE «a» 3TH MIOKA3aTeJH
paBubpt C —x. ®@. [loHnal noka3saj, 4To IIPH PaBIOBECHH NPOH3BeAeHHS
KOIILIEHTPAIIMH HONOB, cocoOIbIX K AH(¢y3un, no 06e cTopoiisl MeMOpaHbl

PaBHHL:
[K*] [CI")s = [K*], [CI7],,

Cocrostiine cHCTEMbI, IPY KOTOPOM BBINOJNSIETCS 3TO YCJIOBHE, HA3bIBAETCS]

JIONHANIOBCKHM PABHOBECHEM.

<a» «6» <«a» <«6» I
K
p-
K_L_ &
K* K*
ClI™ x
cl- Pr- -t
HauanbHoe cocTosiHue PaBHOBeCHOE COCTOsIHHE
Buytpu («6») Buytpu («6»)
K'=C, K'=C, +x
Pr=C, P.=Cy
Cl™ =0 Clr=x
Cuapyxu («a») Cuapyxu («a»)
K*=cC, t=C-x
crr=c, crr=¢C-x

Puc. 3.17. Jlownanosckoe paBHoBecie. Mcem6pana, pasaensionlas pacTBopbl,
HempoHHUaeMa AJIA8 HOHOB GeJika (Pr). HO TPOMYCKACT OCTAJBHBIC HOHbI
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ITocae mpocTbix Npeo6pa3oBanuil ONpeie MM BEAHYHHY X KaK PDaBHO-
BECHYIO0 KOHLEHTPAIIMIO HOHOB, NIPOLIEAIIUX Yepe3 MeMOPay U CiOCOGHbIX
K audrdy3un. PasyMeetcs, 17 3TOF0 HeO6X0AMMO 3HATh HaYaJbHBIN yPO-
BeHb MOHOB M0 06 CTOPOHBI MeMOpalIbL:

x= Cl%ap /(Coy + 2Cnap)'

HamnomnuM, yro paBHOBecHe /loHnana BbiBeA€HO NIPH YCAOBHH 9JI€KT-
POHEHTPaNbHOCTU 060HX PacTBOpoB. OMHAKO €CJIU ¢ OJHOH CTOPOHBI MeM6-
paHbl PacTBOD 3JieKTPOJIUTa 60Jiee KONIIEHTPUPOBaH, YeM C JPYroi, TO BO3-
HMKaeT NOTOK BOJb! U cO37aeTcsl H3GbITOUII0e THAPOCTATHIECKOe HIIH OC-
MOTHYECKOe AaBjieHue. B pacTHTesblIOH KJIeTKe OCMOTHYECKOE JaBjeHHe
Bblllle, YeM B OKpy>Kalollleit cpefie, HO OT pa3pbiBa ee IipeJoXpanseT MJIoT-
Hasi KJETOYHAsI CTEHKa. TaKo# 3alMTHbIN MeXaHU3M BIiOJIHE IPHTOJEH AJIs
HemOJBMKHBIX PacTeHuil, HO He MOAXOJUT AJIA KUBOTHbIX KJETOK. B npo-
ecce 9BOJHOLMM Obin BbIpaGoTall APYToi MeXalu3M: HeloCTATOK SJIEKTPO-
JIITOB B Hapy>XHO# cpezie KoMneHcHpyetcs npucyTcTsueM conn — NaCl.
Mem6pana MasoniponuuaeMa i HoHOB Na, nioatomy Na*, copepkauuiics B
OKPY>Kalolllell KJIeTKY cpelie, IBJAeTCs OCIIOBHbIM (PaKTOPOM, YPaBHOBEUIN-
BAaIOLMM OCMOTHYECKOE JaBJjeliie BHYTPUKIETOYHBIX aHHOHOB.

[nddysus nonos yepe3 MeMOpaly coO31aeT pa3HoCTb 3MEKTPHYECKUX
notenuuanoB. [Ipu muddysnun Moseky bl BelecTsa HanpapJsIloTcs 110 Koit-
LEHTPAllMOHHOMY TPaMeNTy — <BIIU3 1O CKJOLY». MOXHO BbIYMCIUTD
CKOPOCTb TPAHCIIOPTa BenlecTBa (TaK 11a3biBaeMblil OTOK) WM pabory,
11e06X0AUMYIO A/ NipeAOTBPalleHKs €ro nepelioca. B ganioM ciryyae pac-
cMaTpuBaeTcs Bbixox HoHoB K u3 kietku. Pa6ora A, 6yaer paBHa:

A,=23RT[K],,,/[K*],,.

3nech o6o3nadeHye A, IPHHATO IIOTOMY, YTO JABH>KeHHe MOHa 110 KOIILIeHT-
PalHOIIHOMY I'pagueHTy 06ycaoBAeH0 XHMHYeckoil cunoil. I1o Mepe pa3Bu-
THs. AU dy3uu HOHOB KaiusA U3 KJIETKH HOHbI XJ0pa POHUKAIOT B KJAETKY
TaK)Ke N0 KOHLUEHTPALMOHHOMY TpaaueHTy. [IpoTHBOMOMOXKIIBIE 3aPSABI
TIPUTATUBAIOTCH, YTO 3aCTABJISIET HOHbI KAJIUS CTPEMUTBHCS B KJIETKY BCAeN
3a HoHaMHu xJopa. Ha npeogosienye 3Toi aaeKTPUYeCKOH CHIIBL TpebyeTcst
pabota A,
A,=FE,

rae F — nocrosinnas Mapaznes (KONMYECTBO 3JIEKTPUYECKUX 3apsiioB B
1 mozie BemecTsa), Ki1/Monb; E — pastiocTb 31€KTPUYECKHX TIOTEHLHAIOB,
BO3HUKAIOWas BCJIEACTBHE Pa3eieH)s 3apsiioB 1o 06e CTOPOlbl MeMOpa-
el B.

Korza B cucteMe ycranaBinBaeTcs paBHOBECHE, TO CyMMapHbIi HOTOK
BelllecTBa (B JAIIHOM CJyYae Kajiusi) CTAHOBHTCS PABIIBIM IIYJIO U CHJIA
«BBITAJIKUBAHMS» HOHA H3 KJIETKH yPaBLUOBEUINBAETCS IIPOTHBOIOIOXIIO
1anpaBJieHHoi anexTpudeckoit cumoit (4, = 4,).

Auddysnonimiit noreniyan E 4acTo onpeneasior ¢ MOMOILBIO YpaBlie-
v Heprera +

[K ]nap

E=23RT
F [ K+ ]B"
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Amepukanckuii nefipo6uosnor I'. M. Illenepa (G. M. Shepherd) cuuran,
YTO €C/IM YHUTATENb U3 BCell 6MOU3NKH KIETKM XOYET 3allOMHUTD TOJIbKO
OJHO ypaBHeHHE, TO IyCTb 3TO O6yAeT ypaBHenue Hepiicta, Heo6xoauMoe
JUISI TIOHUMATIHS COBOKYIIHOCTH 3JIEKTPHYECKHUX TPOLIECCOB B KJIETKE.

B kauectBe npuMepa onpeznesuM E, /U1 akcoHa KaJbMapa IPH KOMIIAT-
noit reMneparype (18 °C). B stom cayuae 2,3 RT / F cocrasnsiet 58 MB,
KOIIIEITPAlMs HOHOB KaJIUs B HAPY>KII0ii M BHyTpeHIleil cpese paBHa COOT-
BeTcTBeHHO 40 M 400 MMoub. Torna

E =58 1g 40 /400 = —58 MB,

rae E — moTteHuuan, IpH KOTOPOM TNIOTOK JaHHOTO HOHA Yepe3 MeMGpany
npekpauaercs (paBHoBectibii notentman). [loremman E 4acto Ha3bIBAIOT
MeMOpaHHbIM, TIOCKOJIbKY 0 GOpMUpYeTCS Ha MeMOpate.

Iocne ¢pU3NKO-XMMHUYECKOTO BCTYIIJIEHHS niepelifieM K pacCMOTPEHHIO
Mexanu3Ma ¢GopMHUPOBANHNS COOCTBEHIIO GHO3NIEKTPHUYECKMX IIOTEHIIHA-
JIOB — TIOTeHI[HaJIa OKOS U MOTeNINaaa AeiCTBHS.

3.2.1.2. Ilorenuman noxkos

Kak oTMeuasniocs Belllle, B BO3IIMKIIOBEHNH OHO3JIEKTPUYECKUX TIOTEHIIH-
aJIOB PEIIAIOMIAs POJTb IPUHAMJIEXKUT NIOTEHIIMANAM,, 00YCJIOBJIEHHBIM HECHM-
METPHYIBIM, HEPABHOMEPHBIM paciipesiesiellHeM HOIIOB MEXAY KJIETKOH U
cpenoii. T'nnoTe3y MexaHu3Ma BOSHUKHOBEHUS IOTEIIHAJIOB B KHBO# KJIeT-
Ke BriepBbie npeatoxua . Bepruwreiin (J. Bernstein) B 1912 r. On
paccMaTpHBaJI IPOTOMLIa3My Kak CBOGOAIIbI pacTBOD 3JIEKTPOJIHTOB M CUHTA,
yTo MeMOpaHa B COCTOSIHMY NOKOS NPOHHIaeMa JHIIb A8 HolioB K u
nenpotuIaeMa 411 HOHOB Na. B aTHx yc0BUSIX BO3HHKAET pasiioCTb 3JIEKT-
PHYECKUX TOTEHIIHAJIOB.

B nocaexytonue rogbl npeAnpHIHMANIOCh MIOKECTBO TONBITOK IIPOBE-
puThb runoresy Bepuinrefilia, OAI1aK0 3TO OKA3a70Ch BO3MOKHBIM JIHILb [10C-
JIE TOTO, KaK ObLIM pa3paboTaHbl METO/Ib! M3MEPENHUS PETHCTPALMH BIYTPH-
KJIETOYHBIX MOTEHIHATOB, HCCJIEJOBAHO COepsKallHe H COCTOSIINE HOIIOB B
NIPOTOIIa3Me M IPOCJIEKEITBI C IOMOILBIO MEYEHbIX ATOMOB U MUK PO3JIEKT-
POZOB MOTOKM HOIIOB yepe3 MeM6painty. J[ig MeMOpaHIIoi TeOpHH renepa-
I[HH GHOTIOTEHIMAIOB MCKJIIOUYHTEBIIO BaXKHOE 3l1aueHne uMeJ GakT, 4To
6osbIast 4acTb HOHOB K B NpoToNIasMe HaxOAUTCSA B CBOOOAIIOM COCTOS-
111K, T. €. IPOTOIJIa3Ma B COOTBETCTBHHM C IIpeAnosoxenneM Bepinmreiiiia
npezicTaBsier co6oit cBoGoMIbIA pacTBOp aTHX HonoB. A. Xomkkuu (1965)
1 P. Keitne (R. Keynes, 1982), ucnosb3ys paguoaktuBHbiii uzoron (42K),
ZI0OKa3asi, YTO B THFAHTCKOM aKCOHe KanbMapa He Meltee 90 % BHYTpHK -
TOYHOrO KaJms CBOOOJHO AU dYHAUPYeET U NIepeMellaeTcs B IPOToIlJIa3Me
IO/ I€HCTBHEM 3JIEKTPUYECKHX CHJI TaK 3Ke, KaK M Bo BHewinel cpene. Tax,
HaNpHMeD, B CKeJIETHbIX Mbimax K03 uineHT akTUBHOCTH HOIIOB K, H3-
MEPEHIIbIH ¢ TTIOMOIBIO MUKPO3JIEKTPOAOB, OKA3aJICA GIU3KHM K K03 HIm-
elITy aKTHUBIIOCTH 3THX HOHOB B BOAHOM pacTBOpe. Konmentpaius HoHOB
K Bitytpu knerku B 10 — 20 pa3s Bbillle, YeM cHapyXH. 36bITOK HOIOXKH-
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TebHBIX 3apAJ0B HOHOB K BHYTPH KJIETOK KOMIIEIICHDYETCS B OCIIOBIIOM
OpraHMYecKUMH aHHolamu (acraparuioBoil, YKCyclio#, TMPOBHHOTPA/IHON H
JPYTMMH OpraHHyecKMMH KucJoTamu). Cozepikanue HeoOpralMyeckux aHu-
OHOB B KJIETKaX CPaBHHUTENbHO 11€60JIbLIOE, HO HX BKJIAL 3HaynTeNell,
Wrax, Mexxy BHyTpeHHe H Hapy KIIOf TOBEPXHOCTAMH KJIETOYHOH MeM-
6paHbl THTAHTCKOrO aKCcOHa KajbMapa CyILECTBYET pasHOCThb 3JIeKTPHYEC-
KHX TIOTEHLIHA/I0B — MOTEHIIMA/ MIOKOSI, KOTOPYIO MOXHO H3MEPHTD C IIOMO-
I[bI0 MHKPO3JEKTPO/A, BBEAEIIOrO B KIeTKy. O6GBIMII0 MHKPO3IEKTPOABI
JeJIaloT M3 TOMKHMX CTEKIAHIbIX Tpy6ouek (muamerpom 0,5 — 2,0 MxM),
3amoJImeHbix KonnentpuposaniisiM (2 — 4 Moab) pactsopom KCl. Co-

TIPOTHBJIEHHME TAaKOTO 3JeKTpoJa BbiCoko M cocrtaBiser 106 — 108 Om
(puc. 3.18).
Ycunutenp VICTOUHMK
Conporupaenne oGparHoit HanpsLKCHAS
———e CBA3N

1

O 1
L =

i ——— NG y
L~ U,
Ycnnurtenn
S HanpspKeHust =
Ycnnutenp P =
TOKa
Perncrpanns
TpaHCMeMOpPaHHOrO
- TOKa

Pnc. 3.18. CxeMa 3KCncpHMMcHTanbHON YCTAaHOBKH [/l HCCEAOBA-
HHsl AKCOHa Ka/ibMapa MeToioM (buKcalny noTeHuwana. Tlorenunan Mem6-
paHbl yCTaHaBJAMBAETCS Ma ONpEAC]ENHOM YPOBHE C NMOMOINBIO HCTOYHMKA
HanpsukeHust, [INs1 ero perncTpalvi WCNoJb3yOT YCHNHTENb, COEAWHCH-
HbI ¢ ycnanTeneM ofpatHoit cBs3n. C NMOMOIIBIO MOCHCAHCIO Yepes MeM-
GpaHy NpONyCKaoT TOK, KOMIIEHCHPYIONMil HOHHBIE TOKH NPH JaHHOM 3Ha-
4YeHuN (BUKCHPOBAHHOTO MOTEHIIHAMA; ITOT TOK H3MCPSIOT Ha COMPOTHBJIE-

HHH

MexaHH3Mbl, CIOCOGCTBYIONIHE BO3IHKHOBEIHIO OHONOTEHIHANIOB, B
OCHOBHOM GbLJIH M3y4elbl Ha KPYIHbIX KJ€TKaXx — THTaHTCKHX aKCcoHax
KaJIbMapa, KJeTKax Bogopociu Chara, ruranrckux Heftponax mussky Hirudo
H Ap. PasMepbl 3THX KJIETOK BEJIMKH M COCTABJSIOT OT 5 MKM 10 1 MM, ¥TO
BaXHO 111 Hagexnoil perucrpauyu ITT1. Ha 6ase Gospliioro skcnepumMet-
TAbHOTO MaTepHaia ObLIO YCTAllOBAEHO, YTO LUTOIIA3Ma KJIETKH B COCTO-
SIMU TIOKOS BCETAa MMeeT OTPHIATE/IbIIbIH NoTelnal 0 OTHOLIEIIHIO K
HOTEHIHANY MeXXKaeTounol xuaxkocty. I111 y pa3anuIbix KJIETOK COCTaB-
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aser oT —50 g0 —125 MB. B uacTHOCTH, noTeHnMaM NOKOS FHFAaHTCKOrO
aKcoHa KaJibMapa MeHseTcs B nipefiesax or —50 po —75 MB, Mblireunbix
BOJIOKOH cepZua asaryumky — ot —61 xo —82 MB. Camblii BrIcOKMii moTeH-
MaJ nokos obuapyxeH y kJerok Bogopocau Nitella — ot —100 go
—125 MB.

Kanuesolil MexaHH3M BO3IIHKHOBEHMS OTEHIMAA TOKOS TIOATBEPXKAA-
IOT AaHHbIE, IOTyYeHHble TPH BAPbUPOBANNH 3KCTPAKJIETOYHOM KOHUEHTDa-
i kst (puc. 3.19). TIpu u3MeleHHH HAPYKHOR KOHLEHTPAIMH K Hst
Ha6moaeTcs 3aKOHOMEPHOE H3MeHeHHe BeIMYHHBI TOTEHUHMANA TOKOSI B
IIMPOKMX TIpefieIaX B COOTBETCTBHH ¢ ypaBHeHuem HepHcra. B yacTHOCTH,
KOTZIa KOHIEHTPANUs KaJIHsI B CPe/le COOTBETCTBOBAJIA €70 YPOBHIO B KJIET-
Ke, TOTEHIIHAJI TIOKOs1 PABHSIJICS HYJIO.

¢, MB

4°C N\ 17°C
\\

-80

-20

-10

+10 [ RNy | B NUREY | {

1 2 5 10 20 50 100 200 ®17°C
(K1, MMonb

04°C

Prc. 3.19. 3aBHcMMOCTb NOTEHIINANA TIOKOSI THTAaHTCKOro akCOHa KajbMapa
ot konuentpaunn K* B cpene. Benmumnbs K npeacrasnens: s norapudpMuueckom
macurrabe. Ilpn 4 °C notenuwman nokost (0) noguvnsiercs He ypasnennio Heprera
(-~ — =), a ypasnennio TonbamMana ¢€—). Ilpu 17 °C, koraa pa6oTaer cucreMa
aktuBHoro tpancnopta Na* n K*, notcruman nokos (®) 6amxe K pacCUHTaHHOMY

no ypasHennio HepHcra, yem npu 4 °C, xoraa Na, K-AT®-a3a HeakTHBHa
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B cocTosiHMHE IOKOSA KJIeTOuHasi MeMOpaHa HPoNHIlaeMa I1e TOJbKO A
nouos K, 1o u (8 nekotopoii crenenn) ans Honos Na 1 Cl. TakuM o6pasoM,
ITIT xn1eToK nipeAcTaBisieT OG0 pe3yJIbTaT CyMMbl 3JIEKTPOABIDKYIIHMX CHII,
reilepUPyeMbIX 3TUMH TpeMs nottaMu. [IpoHnKIoBeline HoHa Na H3 OKpY-
xarome# cpep BHYTPb KJIETKH IO KOIIENTPAIHOHIOMY TPaiyenTy He-
ckoapko yMenbinaer I1I1. Muddysus uepes mem6Gpaity nonos Cl, cogep-
JKarpe KOTOPbIX B MEXKKJIETOUHOM KHAKOCTH G0JIbILIHICTBA TKalleil Bbillle,
yeM B KJIETKax, Bbi3bIBaeT HEKOTOPOE YBeJIHYeHHe MeMOPaHIIOro MOoTeHIHA-
aa. CnenoBartenabHo, A4 6ojee Tounoro Bbiuucenus ITI neo6xogumMo
BBeJlelHe JONOIUTebHON nonpasky 1a gud¢y3uio HOHOB e ToJbko K,
o u Na u Cl. ¥Ypasuenne Hepncra mo3sosisieT BoIpa3uTh MeMOpaHIIbiit
NOTENIHMAN TOJIbKO NIPUOIHU3UTENBIO, M XOTSA [oJyYaeMble BeJIMYHHbI 6113-
KM K PeaJIblIbiM, I 6oJiee TOUHOTO pPacyeTa IPHMENSIOT TaK Ha3biBaeMoe
o6o0weioe ypapuetiie Tonbamana:

P LK Jyap + Pria[Na* Juap + Pey [C1 Jy

E,, =58lg m " —
PK[K ]BH + PNa [Na ]BH +PCl [Cl ]Hap

rae Py, Py,, Pcy — xoagduipenTs! IPoHNLaeMOCTH JISl COOTBETCTBYIO-
X 1/1011013;&[K+ Hap» [Na*] nap’ (CI7] Hap? (K'l,, (Na*ly,, (CI7),, — xomnmen-
TPaIUs HOIIOB COOTBETCTBEHIIO BHE U BHYTPH KJIETKH.

On1MM U3 JOCTOMNCTB ypasienust ToybaMalia ABJASETCS TO, YTO C €10
TIOMOILBIO MOXKIIO OTIpEEIMTh MEMOPANIIbIl TTOTENIHAN He TOIBKO B TIOKOE,
HO M 1ipH Bo36yxaenuu kietku. [Ipu stoM 11eo6xoquMo 3uath koacpduin-
ellT MPOHMIIaeMOCTH A HoHOB., Ecau MeMOpaiia ApoiHIaeMa TOJIbKO ISl
onuoro Buza uonos (nanpumep, K), To Py, = Pc; = 0. Ypasuenne I'onba-
Malia B JJaHIIOM ciy4ae nmpuMeT BuA ypasnenus Hepicra. Ha ocnioBanum
3KCTIEPHMEHTABIIBIX H pacyeTHhIX pe3yabratoB A. Xomkkud u B. Karng
TIoKa3aJ/H, YTOo AJI aKcolla KaJibMapa B COCTOSIIIMH IIOKOSI OTHOIIeHHe K03d-
(pUIHEHTOB TPOHHUI[AEMOCTH

Py i Py, : Pcp=1:0,04: 0,45 (umn 100 : 4 : 45).

3.2.1.3. Ilorenuan neficTBuA

MeM6paHHblit OTEHIMAJ] HEPBHOTO BOJIOKNA OGBIYIIO COCTABJISET
oT —70 o —90 MB. Ilpn nenoaspu3aniu akComeMMbI CHAYAIa BOIIHKAET
MecTHbIH (JOKaIBHBIA) Npollecc TpafyanbHOro usMenenus yposns I11,
KOTOPbIi NepexX0JUT B IOTEIIHAN AeHCTBHA, HIH PacCPOCT palIommics
noreHuuan, npu casure MII B cropony aenonsipusanuu 11a 15 — 20 %
(puc. 3.20, 3.21).

Ioreruuman nefcTBHA — 3TO KPaTKOBPEMEHHBIH PereitlepaTUBHbIN 3J1eK-
TPHYECKHIi TOTeHIMaN, PaCTIPOCTPAHAIONMIACS BAOJIb aKCOIA MJIM MBIIIEYIIO-
ro BOJIOKIIa M BO3SHHKAIOIMA B COOTBETCTBHH C 3aKOHOM «BCe WJIH HHYe-
ro». Kputnueckas (noporosas) aenonspusanus MeMOpaiibl BEIET K yBeJIH-
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BuyTpn

-55 MB
Harpnit
Kanwmit

-70 MB

Hapyxy
cmmns— ema—
Pasapaxaiomni cTuMya
a 6

Puc. 3.20. CxeMa BO3HMKHOBCHMS NOTCHLMAJ a JACHCTBHA: @ — TNEPEXOA
MECTHOTO npoliecca B PacHpOCTPAHAOMAINCA; 6 — Hanpap/icHHe JABHXEHHS
WOHOB HAaTpHA W Kaaus

MemO6paHHBIA
noteHmai, MB

r-‘—--———-‘-

+ 40 PaBHOBecHbIH nOTEHUHAN
JUNST HATpHS

+20 ¢

0
-20
—40 L IMoTeHuHAM NOKOA
-60 a
-80 pr s —~ - - o

PaBHOBecHbIH NMOTCHIINAN JJ KaJHA
WonHasi MPOBOJANMOCTD

MOM / cmM? Hatpresas
20 | NPOBOANMOCTD
Kannesas
10
0 6

Puc. 3.21. TeopeTuueckd pacCuMTaHHble KPHBbIE PacTpOCTpPaHSIOLIErocs
noTeHumana geiicteust (@) W WIMEHCHHS MPOBOANMOCTH MCMOpaHbl 111 HOHOB
narpua u xams (6)
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yellMI0 NPOHHLAeMOCTH s Hatpus (gy,), 4YTO obecreyHBaeT MOSB-
JleliMe BOCXOJisAIel ¢asbl BbicOkoBOJIbTIION YacT I1]] (nnka, wm cnaiika).

IIpu anuTensHoil AeNOSIPH3AUUMH HIATPHEBasA NPOHHUIIAEMOCTD CITHKAeT-
cs, a kaimesass (gy) BO3pacTaer, YTo oGecrieyNBaeT HUCXOMALLYIO a3y
1. K. C. Koya (K. S. Cole) nT. Ix. Kepruc (H. J. Curtis) B 1938r.
¢ noMouibio MeTona ¢pukcauun MII gokaszany, ¥To py pa3BUTHH HOTEHIA-
aJia AefcTBUSI HAPAAY C U3MEHENIHEM TTPOHUIIAEMOCTH NIPOMCXOAUT KPaTKo-
BpPEMEHHOE YBeJIWYEHHE 3JEKTPONPOBOMIIOCTH KJeTouloif Membpaitst. [To
HX JaHHBIM, CONPOTHBJIEHHE MeMOpalbl aKCOHa KaJbMapa H3MelseTcs
or 1 000 OM/cM? B cocToaHuH T0KOS 10 25 OM /cM? B MOMeNT BO36YXK-
Jelus, a y KJIeTkH Bogopocm — ot 1 MOMm /cm? 1o 500 OM /cm?. Tosbl-
1Iel{He 3JIEKTPOIPOBOXHOCTH MeMOpaHb! IIPH BO30YKIEHHH OO bACIAIOT yBe-
JIMYEHHEM €€ TPOHUIAEMOCTH 411 HonoB. I1pn rettepauuu I /1 npoucxoaur
JenoJsIpU3aLis MeMOpaHbl — TaZieHHe YPOBII MeMOPAHIIOTO MOTEHIMAaNa, a
3aTeM CMeHa 3HaKa I[MTOM/Ia3MaTHYeCKOro 3apsfa Mem6pausi. IIpn stoM
Hapy>KHas IOBEPXHOCTb MeMOPaNb! 06J1a/1aeT yKe OTPHULIATEMBIIBIM CYMMAap-
HBIM 3apSAIOM, a BHYTpeHIAs — NoJoXuTebHbM. B nenoM ammmuryna I
Moxet gocturath 100 — 120 MB.

Y cueHne HOTOKA OJIOAKHUTEBHO 3apSAAKEHHBIX MOHOB HATPHs, HATIPaB-
JIEHHOTO BHYTDb KJIETKM, YPABHOBEIINBAET KOIIIEHTPAIIMOHHBINA TPaIHENT, U
nocrynJenve HoHOB Na B KJeTKy npekpamaercsa. M36piTounstii orpuma-
TeJIbHBII 3apsi Ha BIyTpeHIleil cTopoHe MeMOpaHb! HCUe3aeT, YT0 06eCHieyH-
BaeT nepe3apsiKy MeMOpalpl, JTO U3MelleHHe TPOHUIIAeMOCTH MeMGpaHBb
IUIsl MOHOB OTMevaeTcs B mepBoil ¢ase moTenumana geficteus — ase
naenonsipudanun. Ilo mamnbiM A. XOJXKKHIA, B 3TO BPEMS OTHOLIENHE KO-
a¢pUIMEHTOB TPOHMIIAEMOCTH MeMODPaHBI aKCOHA KaJbMapa COCTABJISIET
Pk : PNa: Pcp~1:20:0,45. Ilpu cpaBueliny ero ¢ NpuBe/eIlibiM Bblllle
aNaJIOTHYHBIM COOTHOILEHNEM B COCTOSIHIM TOKOS BUAHO, YTO 21151 HOHOB K
u Cl B nepBoit ase Bo36yKAeHHS TPOHULIAEMOCTD 1€ H3MEHMJIACh, a JJIA
nonoB Na oHa yBennuuaachk B 500 pa3 3a KOpOTKHil IPOMEKYTOK BpeMeHH
(0,5 — 1 Mc). 3aTeM BO3pacTaeT NPOUHKIAEMOCTb MeM6partib 4151 HoloB K,
1 ycuauBaercs AudgysHst STHX HOHOB M3 KJieTKH. MiHTeHcHbuKaims noro-
Ka Hol1oB K, Hanpap/ieHHOro U3 KJIETKH HapyXKy, IPUBOAUT K YMEHBIIEHUIO
MeMOpaNHOTo HOTEHIIHANA, YTO B CBOIO OYepe]b CHIKAET MPOHUIIaeMOCTDb
MeMOpaHBb! 1719 HOHOB Na, B IPOJ0JIKAeTCA O TexX HOp, TOKa OTeNHAa
NOKOs1 He BoccTaHOBHTCA. ITocse aToro nponuaeMocts A1 HonoB K na-
JaeT 10 MCXOHON BEJIMYMHBI, 2 HAPYXKHAsI IOBEPXIIOCTb MeMOPAHbI CHOBA
NpHOGPeTaeT NOJIOKUTEBIBII OTEHIUAJ 32 CYET BBILIEAUIHX B CpeLy IO~
JIOXHTeIbHO 3apsixeHHbIX HonoB K. Dasa, B Teyenue KoTopoit meMOpai-
11b1H TIOTEHIIHAJ BO3BPAILAETCS K YPOBHIO IOTEHIIHAJIA TIOKOS, HA3bIBAETCSA
penosispu3anueil, oHa Bcerga 6oJiee MPOLOJDKUTENbIA, YeM JeTIO/ISIPU3AIIMSI.
Taxum 06pa3oM, perossipu3aiis MeMOpaHb! BO3GYAUMOI KIETKH OCYILECTB-
JIsieTcs He B Pe3yJibTate 06paTHOrO HepeMeLieHUs HoiIoB Na, a BciieacTBHe
BBIXO/Ia U3 KJIETKH 3KBUBaJIEHTHOr0 KoamyecTBa HoroB K. B psize ciyyaen
IPOHHLAEMOCTb MeMOpaHbI IJis1 HoHoB K 1nociie okoHYaHHA BO36YXKAeHUA
ocTaeTcs IOBbIILEHHO#, 4T (PopMHupyeT a3y Tak Ha3pBaeMON THIIEPHOJIA-
PU3ALMH.
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Caenosarennsito, popmupoBanue I1]] 06ycioBJIeHO ABYMS HOHHBIMH
TIOTOKaMH yepes GHoorudecKyio Mem6pany. [ToTok noHoB Na BHyTPb KJeTKH
DIPUBOZAHT K Hiepe3apsiike MeMOpaHbl, a IPOTHBOMOJIOXKHO HallpaBJIeHHbIH
TIOTOK HOHOB Ka/Iusl — K BOCCTAHOBJIEHHIO HCXOQHOTO TIOTEHI[HAJIA TIOKOSL.
INoToku npUGIR3UTENEHO PABHBI TIO BEJIMYHHE, HO CABUHYTH BO BpeMeHH,
6J1aroziaps ¥eMy M CTAaHOBHTCS BO3MOXKIIbIM FeHeparms IT]1.

P. Keitiic nokasan, 4To B THTAIITCKOM aKcole 3a BpeMd oxaoro I1/1 B
KJeTKy nocTynaeT 3,7 nMosb Na* Ha 1 cM? noBepxnocTH BoJjiokHa. IIpu-
MEPHO TaKoe Xe KoJu4yecTBo MOHOB K BbIXOAWT M3 KJeTkH. Mcxoas u3
ofwero cogepxxanus HoHOB K u Na B KieTke M HMX pacXofa Ha
omgmit 11/1, A. X0MKKHH TOACUHTAN, YTO IPH 3KOHOMHOM MCTIOJIb30BAHHU
SHEPTMH IPAIHEHTOB HEPBHBIE KIETKHU CIIOCOGHBI FEHEPHPOBATh COTHH Thi-
CST4 HUMITYJIbCOB 63 o3apsAAKH CBOUX MEMODAHHBIX «KOHIIEHTPAIIMOHHbBIX
Garapeii».

ITockonbky nporecc Bo30yKAEHUST CKOPOTEYEl!, T. €. 3aHUMaeT KOPOT-
KHe HHTEPBAJIbI BpeMeHH, a MeXXAy JAenoJsipu3aiueil, TpOHUIIAEMOCTbIO H
HOHHBIM TOKOM CYILECTBYIOT NIOJI0XKHTeNbHbIE OOpaTHble CBA3H, pa3BUTHE
IT/1 Hocur B3pniBonogoG6HbIit Xapaktep. B cBA3u ¢ atuM a1 M3ydeHUs
Mexanmu3Ma Bo36yxaennsa 6bla pa3paboTaH aeKBaTHBIA METON — METOR
¢dukcaunu Mem6panuoro norenuuaia (cu. puc. 3.18).

Memod ¢uxcayuu nomenyuana no3BoJsIeT HEIOCPEICTBEHHO PETHCT-
PHpPOBaTb HOHIIbIE TOKH, TEKYIIME Yepe3 MeMOPaHY IPH 3alaHHOM YPOBIe
MeMOpanHoro noteHnuana. Bnepsoie on 6pu1 nmpumeHen K. C. Koyuom,
3areM A. XomxximmbiM, A. @. Xakcm (A. F. Huxley) u B. Karuem (B. Katz).
CyIHOCTb METO/1a COCTOMT B TOM, YTO MEMOPAHHDBII MOTEHIMAN Ha OTpalli-
YEeHHOM y4acTKe MeMOpaHbl CMEIAIOT A0 IeKOTOPOii HOBOH BEJIMMMHBI H
YAEPKHUBAIOT €70 C IIOMOIIBIO 3JIEKTPOHHOI CXeMBI ¢ 06paTHOH CBSI3bIO, TEM
CaMBbIM aBTOMAaTH4eCKH nofasJsist passutue I1/1. Tok, nporekaouuii yepe3s
STOT YYaCTOK TIOJ BIAHSHHEM TIPUJIOKEHHOTO HANPSDKEHHUs, JaJjiee YCH/MBa-
etcst ¥ puxcupyercs. Korga I1]] pactipocTpansercs o HepBHOMY BOJIOKHY,
yepes KaXKIBIA €0 y4acTOK MPOTEKAIOT TOKH, MEHSIOIMECS BO BpeMeHH,
YTO CHJIBHO YCJIOKHAET Ipolece perucrpaiuu. 11pn ncnons3oBanuy AatHHo-
rO METOAA B THFAHTCKHI aKCON KajJibMapa BBOJAUJIM METAJLTHYECKYIO IIPOBO-
JIOKY, HUBEJIMPYS TAKHM 00pPa3oM pa3/iM4usI B IPOIECCAX, TPOUCXOISIIMX
B/IOJIb aKCOMEMMBL. B yc10BHAX DHKCAIIMH TIOTEHIMANA TOK, TPOXOASIIHIA
yepe3 MeMOpaHy [,,, npeacTaBJsier co60i CyMMy IBYX TOKOB — I;, lepeHo-
CHMOTO HOHaM¥ yepe3 npoBofsume mmyTH (gy,, 8k, 8c}), ¥ €MKOCTHOrO ToKa I,
3apSDKAIOILETO HJIM Pa3PSDKAIOLIETO 3/IEKTPHYECKYI0 EMKOCTb MEMODaHbI.

Mertoy dhukcanuu noTenMaa Ho3BoJseT GbICTPo cMelaTh MeMOpaH-
Hbl IOTEHIMAN M YAEPXKHBATh €ro Ha HOBOM ypoBHe. C HOMOIIBIO 3TOFO
Metroga A. Xomxkun u A. @. Xakcau noka3aau, 4YTo NpH AeToJIAPH3aANUH
MeMOpanbl Na- u K-kanaibi BexyT ce6s1 HEOMWHAKOBO: IPOBOAMMOCTD MEM-
6paHb! 711 mOHOB Na BO3pacTaeT JOCTATOYHO ObICTPO, JOCTHIas MAKCHUMY-
Ma, 3aTeM OHa clHKaeTCs (MHaKTHBaLHs), a MPOBOAUMOCTb MeMOPaHb! 11
uontoB K yBenuumuBaeTcs Megseniee, HO yIep>KUBaeTCs B TeYEHHE BCETO
niepHoJa JenosIpH3alldH HepBa.
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IIpyn n3yyeHun paGoThI HOHHBIX KAHANOB B YCAOBHSIX (hHKCALMN OTEH-
[[HATOB HePeIKO BOSHHKaeT HeOOXOMMOCTb BBEAEHHS B KJETKY BEIIECTB,
B3aMMOAENCTBYIONNX C HOHHBIMM KaHAJIaMM WIH MEHSAIOIIMX HOIHBIN COo-
CTaB BHYTPHKJIETOMHOI cpeabl. B cBa3u ¢ 3tuM Obin paspaboran mMemod
BHYMPUKIEMOYHOU nepghy3un TUTAIITCKOTO aKcolia KaJbMapa, KOTOpbIit 3a-
KJIIOYaeTCsA B yAAJIeHMH aKCOMIa3Mbl U 3aMellleHHH ee paCcTBOPOM 3ajaliio-
ro coctaBa. IlepdysnpoBanHbiii FHTAHTCKHIT aKCOI KajlbMapa COXPaHAET
3JIEKTPUYECKYI0 BO30yAUMOCTb U rentepupyet [1/1. PesyabTaTht onbITOB Ha
nep¢y3snpOBaHHOM aKCOHe NOATBEPANIIHN IPEATIONOKEHHSI O MeXallu3Max
Bo3uukHoBenus III1 n I1/]. BayTpukaerounas nepdy3us npuMeHseTcs 1
npu paéoTe ¢ APYTUMHU THTaHTCKHMH HEPBHBIMU U MbIIIEYHBIMH BOJIOKIIAMHA
6eCn03BOHOYHBIX KUBOTHBIX.

Ipyu u3yYeHHH CBOMCTB MOHHBIX KaHaJA0B MeMOpanbl Teja (COMBI)
HEPBHOM KJIETKH Tak>Ke NMPOKO UCTIOBb3YIOT MeTo| (hHKCAIIM TTOTEHIIHANA,
0COOEHHO TIPH HCCIIeJOBAaHHM FHTAHTCKUX YHUNOJAADIBIX HeHPOHOB MOJI-
JockoB. DopMa HX Tesa NpHOIHKaeTcs K chepuyeckoit (Auamerp aoctu-
raer 200 — 800 MKM); OT TeJia OTXOZMT OXHH OTPOCTOK. B ombiTax
HCTIOJb3YIOT IPHHIMI ToUedHOMN (hHKcaluy NoTeHIua 0B. B Teno HelipoHa
BBOJAT JBa MUKPO3JIEKTPOAA, OXUH M3 KOTOPBIX CIYXHT [JIs1 H3MEPEIHst
MeMOpPaHHOTO NOTeHIIHANA, BTOPOl — /s nponyckauus Toka. Jasa memo6-
paHbl HelipoHa xapaKTepio HaJIMUHe HECKOJIbKHX MOy IAIMl TOTeHIMAN3a-
BHCHMMBIX MOHHBIX KAHAJIOB, TIO3TOMY TOKH, TEKYIHE Yepe3 PA3/IMIIbIe THIIbE
HOHHBIX KaHAJIOB, BO BpeMsl AENO/IPA3ALNY MeMODaHB!, KAK MPABIIIO, CYyM-
Mupylotcs. [[1s ux paspesieHnst Heo6X0AMMO U3MEHMTb COCTaB BHYTPHKJIE-
ToyHoii cpespl. C aToi HesbIo 6b11 pazpaboTaln ClelHaIbHbI METOA Hep-
(y3un n30MpOBaHHBIX HelipOHOB, 3aKJIoyaloLHMics B caeRyoueM. K uso-
JIMPOBAIHOH KJIeTKe OABOJUTCS MUIIETKA, KOTOPas IIJIOTHO NIPHUMBIKAET K
MeMGpaHe KJIeTKM. 3ateM MeMOpaHa Pa3pyIaeTcsl, TeM CaMbIM OTKpPbIBAET-
Csl JOCTYN K BHYTPEHHEMY COLEPKHMOMY KJETKH, YTO CO3JAeT BO3MOXK-
HOCTb JJ151 BHyTPHKJIETOYHOMH niepdy3HH U oJHOBpPeMeHIION (pUKcanuu 1mo-
TeHIUANOB. J{aHHBIA METO MO3BOJISIET U3 TOKOBBIX KPUBbBIX, OTPaXKAIOMMX
CYMMapHYIO KapTHHY JBIKEHHA 2I€KTPHUECKUX 3apAL0B yepe3 MeMGpaHy,
BBIZEJUTH KOMIIOHEHTBI, XapaKTepH3YIOUMe TPaHCIOPT KasbIus.,

Meron ¢uxcauuu MII u nnepdy3nn npUMeHSIOT IPH H3YYeHHH HOH-
HBIX KaHaJIOB MeEMOPaHBI TeJla HEPBHBIX KJIETOK MOJUIIOCKOB, Helpo6JiacTo-
Mbl, HeHPOHOB CIIMHAJIbHBIX FaHTJIHEB MJIEKOIMUTAIOIMX,, OOLMTOB, MHOKADIH-
OLMTOB, MBIIIEYHBIX (TJIaAKOMBIILIEYHbIX ) KJETOK.

B nocsiearume roap! noryun IUPOKoe pacnpocTpanenne memod ¢ux-
Cayuu NOMERYUAN08 Ha MUKPODpazmenme Kaemounol membpanv. («nsTy-
wiami» ). OH HO3BOJISIET PETMCTPUPOBATh TOKM OAMHOUYHBIX HOHHbBIX Kalia-
n0B (puc. 3.22). Briepsbie aTH TokM 6biH 3aperucTpupoBanbi D. Heepom
(E. Neher) u B. Cakmannom (B. Sakmann) B 1976 r. Pasmep Mukpodpar-
MeHTa MeMOPpaHbl HAXOJHTCS Ha TPaHHM pa3pellieHHs] CBETOBOTO MMKPOCKO-
na. OCcHOBO# /151 CO3aHMUsI METOAA TIOCJIYKMIO 0GHapysKelne KoHTakTa (B
OTIpe/leJIEHHBIX YCIOBHSIX ) KJIETOYHON MeMOPaHbI C KOHYMKOM CTEKJISAIHON
MHKPONUIETKH (TMraOMHbIN KOHTAKT), B Pe3yJibTaTe KOTOPOro 06pasyercs
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3JIEKTPUYECKH H30JHPOBalNbiil yyacTok MeM6panbi. KonrrakT meM6paribt ¢
MHKDOIMIIETKOI MeXaHNYeCKH O4YeHb IIPOYEH: YYaCTOK MeMGPAlibl MOXKHO
J60 H30/IMPOBATh, AMG0 PaspyLIMTh M IPOHUKHYTh TAKHM 00Pa30M B KJ€T-
Ky. BaxibiM ycioBHEM 06pa30BaHKsl THTAOMIIOTO KOHTAKTa MEXK/LY [THIIET-
Koii ¥ kJIeTou11oii MeMGpattoii BJIseTCs 0OCBOGOXKAEHHE KIETOUHON TOBEPX-
IIOCTH OT coeauHuTeNbIIoN TKalH. [IpH MeTole «TI3TY-KASIMII» UCHOMb3YIOT
(epMeHTaTHBHO-IUCIEPTUPOBAITHBIE KJIETKH WK KJIETOYIIbIE KYJIbTYpHI,

OuKcalis MOTEHIANa
Tpnnoxennprif ~ ©T KaHamoB
MOTCHINANX Knerka

MaxkpoTok

Tokn otaenpHOrO
YacTKa MeMOpaHbl

h
m

<

MuUKpOTOK
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KaHaJsa

o
g
:

J 3

YuacTtok
MeMGpaHbI

CyMMa OTAC/IBHBIX
MUKPOTOKOB JaeT
MaKpOTOK

Q
camachdedecledecleccheccacasccna—ape

6 I3

Puc. 3.22. Makpotokn (@) n Mukpotokn (6) NpH perucTpaliy MeTodoM
«maTu-kasmny» (g)

Honanwtit yuxa nomenyuaaa deiicmeus

3akmouas pasfien, nocBsileHHblit renepanyu [17], otMeTM, 4TO craiik,
KOTOPBI#l 6T PACCMOTPEH JOCTATOYIIO HOAPOGHO, €CTh JIMHIb YaCTh MK
PasBUTHA M Trellepanuy notenmana geitcteud. Monusiit wuka I17] 6onee
CNOXKEH M MMeEeT 3NaYUTENbHO OOJBLIYI0 IPOTSKEHHOCTb BO BpeMEHH
(puc. 3.23). 3a GbicTponpoTeKawIMM CHARKOM CIeAYIOT 6oJiee MeaJIeH-
HBI€ H HEGOJIbILIKE 110 aMILIMTY 1€ H3MENIEHUS YPOBHA MEMOPAHHOro HOTeH-
MaNa — CJELOBas THNiePoAspH3anus U cJefoBas genonspusanus. Ouu
COBNIA/AIOT IO BPEMEHH C MOBBILIEIIHEM M HONMKEHHEM YPOBHS BO30YIH-
MOCTH KJIETKH.

B ctpykrypy H /I BxoaaT JokanbHbIl IOTEHI{HAJ, CIIalK M CleA0OBbIE
nioreHiHabl. JIokaabHble IOTEHIHABI TOAPA3AESIIOTCS 11a !

— JIOKaJbIIbli noTenmas npu resepauuu 1171

— BO36YKAAOUMH TOCTCHHAIITHYECKH IOTEHIIHAT;

89



Puc. 3.23. Tlotenunan aeciictoua (a) m uwka naMeHeHnit BosGyamMoctn (6) B
nepee: 1| — MecTHHIt nponecc; 2 — cmaitk (MAKOBBI noTeHUMan); 3 — OTpPAUATEBHbIH
C/IeIOBOI MOTEHIHAN; 4 — MOJOXKHTENBHBIH CJeJ0BOI NOTeHUWAT; 5 — Nepuoj JaTeHT-
HoO# cymMaunu; 6 — pedpaxrepusbiii nepnoa; 7 — nepuoi K3anbTaunn; 8 — cy6Hop-
MaJbHBIA NCPHOMI; MyHKTHPHON JIMHACH 0603HaYeHbl YpOBeHb rnoTeHunana noxos (a) u

WCXOAHbI ypoBenb Bo3GyaumMoctn (6)

— MHTMOHTOPIBIN NOCTCHHANITHYECKUIl TIOTeITIHA;

— reHepaTOPHbIi peleTOPHbIH NOTEHITHA.

TIpH pa3BUTHH JIOKAIbHOTO IOTEHIMANA, TaK e Kak u ripu [1]1, nabmo-
JaeTCs CHUKEHHE CONPOTUBJIEHNS ¥ BO30YyJUMOCTH Tla3MaTH4ecKoil MeMO-
paiibl KJIeTKH; Pa3JIHYHA 3aK/I0YAIOTCA B OTCYTCTBHH B CJIy4ae JIOKAJIbHOTO
0TBETA HOpora a6coMoTION pedpaKkTeEPHOCTH U pacIIPOCTPaHEHHH TI0 3aK0-
HY <BCE HJIH IIHYETO».

B Ta6n. 3.2 npuBenenst Bpemeinibte xapakrepuctuky 171 ana Muemio-
BBIX HEPBIIbIX BOJIOKOH XOJIOJHOKPOBIBIX H TETIJIOKPOBHBIX KHBOTHDIX.

B orsmmume ot cniaiika cjeg0Bbie HOTEHI[HATB! O4YeHb H3MeHYMBH. Cun-
TaeTcs, 4To M3MeHenms caexoBoi yactu I1]] oTpaxaioT MeTaboJIHYeCKHE
TIPOLIECCH!, TIPOTEKAIOlHe B BO36yAHUMOM 06pa3oBallii BO BPeMs BO30YXK-
Aenust 1 (raaBHBIM 06pa3oM) TIOCJIE HETO, T. €. BO BPEMS BOCCTAHOBJIEHUS
HCXOJHOT0 COCTOSIHUA MeMOPAHHOTO TIOTEHIMANA.

ITpn rerepanuu I1/] B pacTeHnH, Tak XKe Kak U B HepPBHOM KJleTKe, BO3-
HMKAIOT HOIHbIE TOKH: N0/l BJMAIMEM JENOASPU3AIINY YBEIHYHBACTCS IPO-
HHIIAEMOCTb MEMOPAHDI JIJ151 HMOHOB KaJIbIMA B Pe3yJIbTaTe aKTHBAIMYU KaJlb-
L[M€BBIX KaHaoB. BxoJ Kajiblus akTUBHPYET XJIOPHBIE KaHAJIbI, YTO CONPO-
BOXKJAeTCsd BbIXOJOM MOHOB XJIOpa M AeNoJisApH3anueil nnaMaTHiecKoi
MeMOpalibl pacTHTebHOI KieTkd. Bosnukaet pocxoasas dasa I17. Jde-
TIOJISIPU3alVs IPUBOAMT K aKTHBalMK K-KaHaJIoB, BBIXOXY HOIIOB KaJIUs U B
pes3yJbTaTe K PENO/SAPH3ALMH ILIa3MaTHYECKOH MeMOPAIIb! PaCTUTEIbHON
KJIETKH.
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Ta6baunna 3.2
XapakTepHCTHKA NMOTEHIHAAA AEHCTBHM B HEPAAX X0JA0AHOKPOBHBIX
H TENJAOKPOHHMX KMBOTHBIX, MC

®a3a noTcHIMANa AeHCTBUA 3eMHOBOAHBIC Mtekonuratongue
MectHas peakuus 0,04 He 3aperucrpupoBana
Crnaiix 2 04— 0,5
A6comorHasn pedpakTepHOCTD 2 04—-10
Carenopas neratustocts (3— 5%
OT aMILTMTYAbI Criaitka) 20 — 30 2-2
Crenosas noswrustocts (0,2 % _
OT aMILIMTY /b1 Criaika) 100 40 - €0

3.2.2. PACNIPOCTPAHEHHE BO3BYXXJAEHHSA

C renepamueii I1/] cBsizan ouH U3 BaskHeHIINX KIETOYHbIX IpoOLEC-
COB — TIpOBefieile BO36YKAeHHs, T. . IPoLecc, 00eCIieYHBAIOINH KOOPAH-
HalMIO ¥ CBA3b MEX/Y Pa3/UYHbIMU KJeTKaMu. BeaycoBHo, f/1s opraius-
Ma CBsI3b MEX/1y OpralaMy u TKausAmu (nepeaaya ungopMaluu, Koopamia-
M TIPOTEKAIOUMX B OPraHM3Me NPOLECCOB M yNpaB/JeHHe MMH) HMEeT
CyIleCTBeHHOE 3HaueHHe. B HacTosee BpeMs pa3IMualoT TPH THIIA CBSI3H
(nepegauu) uHGOPMALMH MEXIY KJIETKAMH:

— mpsiMasi, KOTZIa CUT1Iaj NepefaeTcsl HeloCPe/ICTBEHIIO OT KJIETKH K
KJIETKE M H3MEHEHHE COCTOSIIMS OLHOH KJEeTKH B OTBET Ha BO3feHcTBHE
BeJleT K H3MeHEeHHIO (DYHKUHONMPOBAHHUS APYTUX KAETOK ( XMMHUYECKHUH 1
MeXaHUYeCKUH CHHaIC);

— TyMOpajblas, Korja B MEXXKKJIETOYHYIO CPEy Oprani3Ma HoCTyNaioT
MIPOAYKTHI O6MeHA BEILIECTB MJIH CEKPELIMH; CHITIas a[PECOBAH «BCEM, BCEM,
BceM» (110 06pa3HOMY BhIpaskeHHIO A. A. YXTOMCKOr0) u JOCTUraer 3¢-
(exTa [OCTAaTOUNO MEAJIEHHO;

— HepBHAast, KOrJa 110 HepBHbIM BOJIOKHAM TIEPeaIOTCs HMITYJIbChl, KO-
TOpbi€ 06ECIIEYUBAIOT BHICOKYIO CKOPOCTb U Paclio3HaBaeMOCTb CHTHANa;
SBOJIIOLIMOIIO 3TO JOCTHFAeTCs He cpasy, Hanpumep, B quddysnoit nepBHoi
CHCTEME B peakliHH 11a paspakeHue y4acTByeT BeCb OPraHH3M, 1O GbICTpo-
Ta paclpOCTpaHeHMs CHTHaJIa y>Ke BbICOKa.

Bce BHzbI CBA3H CYLIECTBYIOT B OpPraHu3Me OMHOBPEMEHIIO M COBEp-
HIEHCTBYIOTCA ¢ 3BOIIonHel. J{JI1 BhicIIMX 6eCTIO3BOHOYHBIX M II03BOHOY-
HbIX KMBOTHbIX OCOGeHHO Baken mocjeauuit Bua ceasu. C I1J wacto
OTOXECTBJAIOT HepBHbIH uMnyisc. Hepenoul umnyasc — eAMIIHLA pac-
MPOCTPAHSAIOIETOCS BO3OYXKAEHUs, CPEJACTBO Iepeadyd UH(OPMalHU U3
OJIIIOTO yYacTKa OpraHu3Ma B APYroii; B (pH3UKO-XUMHUECKOM aclleKTe —
3TO BpEeMeHHOe IepeMenraolleecss o6paTuMoe H3MeHeHHe MeMOPaIIHOTO 110~
TEHLMaJIa HEPBHOH KJIETKH.

B HOpMe N0 HEPBHBIM BOJIOKHAM PaCIPOCTPAHSIOTCS He OAMHOYIIBIE
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HMITYJIbCHI, @ UX PAABL M 3aMbl Pa3JHYIION YaCTOTH U AJUTENbUOCTH —
purMHueckoe Bo3Oyxaenue. Kogupopaiue nepesasaeMoit 1o HepBIIbIM BO-
JIOKHaM MH(OPMALHH OCYLIECTBISAETCS 3a CYET Pa3liol KOHQHUTYDAIMH Psi-
A0B UMITYJIbCOB ( pasuylias yacToTa C1eA0BAHHUS, IOCTOSIHHBIA HJIH MelsTio-
MiiCs PUTM, TIPOAOJIKHTENbIOCTD psifoB H T. 1.) (puc. 3.24). B nepsuoii
CHCTEME BOJIOKHA CJIY>KaT COTJIaCYIOIIMM 3BEHOM, H HX (PYHKIIHS 3aKJIIo4a-
eTcs B nepeaaye 3axanHolt undopmanuu 6e3 MCKaXKENUi, C BbICOKOH CKOpO-
CTBIO H Ja6HJIBHOCTBIO.

0,0001 0,001 0,01 0,1 1,0

SERN—) 000 1

Puc. 3.24. UMnyabce B 3pUTeIbHOM HepBHOM BosokHe. Lludpel BBepxy — mim-
TeAbHOCTb BenbimkK cseTa ot 0,0001 a0 1,0 c; uudpsl cipaBa — OTHOCHTENbHAS HHTCH-
CABHOCTb BCIBIIIKH; NMCPHOA OCBCIIEHHS IJ1a3a YKa3aH pa3pblBOM 0esioit JMHMK; OTMCTKA

speMenn (0,2 ¢) mokasaHa ToOYKaMH

Ilpexx e yeM OCTaHOBHUTBCS Ha CYTH 3THX 3aKOHOMepIIOCcTelt pacnpoct-
PalSIOEerocs Bo36yKAeHHs, 031IAaKOMHMCS C MeXaHH3MoM npoBeaenus [1/]
TI0 11ePBIIbIM BOJIOKHAM,

3.2.2.1. IIpoBeeHe NOTEHIMAIOB AeHCTBHS
(Teopus MeCTHBIX TOKOB)

Teopust MeCTHBIX TOKOB, O6bsICHAIOMA IpoLiece pactpocTpanerus [1/]
10 MbIMIEYHbIM H HEPBHbIM BOJIOKHAM, Oblia npeAtoxena JI. Tepmannom
(L. Hermann) Bo Bropoit nosoButie XIX B. Coraactio 3T0# TeOpHH MEXITY
BO36YXAEHHBIM H HEBO3GY KAEHIIbIM YYaCTKaMH BOJIOKIIA BO3HHKAIOT TOKH
(KaK ¥ MeXITy MHTAKTHBIM U IOBPEXK/AEHIIBIM Y4acTKaMu). TOK, BHIXOAAUIMIA
M3 IaHHOTO y4acTKa MeMOpalibl HEPBHOTO BOJIOKIA, CJIYXHT CBOe06GpasHbIM
pasapakuTeseM AJs1 COCeHETO Y4acTKa, 3aTyxas B MeCTe €ro HHHIHAIMH
(puc. 3.25). Teopust MECTHBIX TOKOB COXPAHSET CBOE 3HAUEHHE M CETO/S,
KorZa paspaboTaiibl IpEeACTABEIHsA 0 MeMGpaHaX U X POJIU B (PH3HOIOTU-
YeCKUX MPOLIECCAX.

92



ITposeaenue I1/1 BoaMoxxHO 6/1aroqaps KaGebHBIM CBONHCTBAaM HEPBHbBIX
Bosiokod. Ka6esneM 11a3biBaloT MPOBOMHHUK 3JEKTPUYECTBA, OKPY KEHIbIH
H30/IATOPOM M TIOTPY>Kelltibiit B npoBoswyio cpeay. [Ipu nonaue curnana
CO3JaeTCA Pa3loCThb MMOTEHIMAJIOB MEXKIY «XKHIOH» KaGesst H OKpYyKalouei
cpenoii. Tak kak H30/A1Ms KaGest leMAea bHa, TO TOK BLITEKAET B OKpY-
xaouyio cpeay. CHruas npoxoaur mo ka6eJio He3aBHCHMO OT TOTO, YTO
HaXOAMTCS 11a APYTOM €ro KOHIe, Ile 3TOT KOHELl PaclioJIokell, KakK OH
u3onupoBaH. UTo6b! cHruaj mpome o Beeit gymine kabess Ge3 3aTyxarys,
Heo6X0oaMMa HaJexilad H30JALUst. JTa NpobJeMa BlepBble BO3HHKIA Y
HIDKEHEPOB IIpH NMPOKJIajIKe TPAHCAT/IaHTHYECKOTO TeserpacHoro Kabes.

+ + — = =+ R\ ++ o+

+- —
6

Puc. 3.25. Mcxannam nposeJicHUS HEPBHOrO MMMYJbCa: @ — HCNPCPbIBHOE TIPO-
BejCHHE B HCMMCTHMHOBOM BOJIOKHE; 6 — calibTatopHoe (Ckaykoo6pasHoe) NpOBCACHHC
B MHC/IHHOBOM BOJIOKHC OT ORHOr0 Mepexsara PaHBbe K Apyromy

HepBiioe BOJIOKHO MOHO C TIOJIHbIM OCHOBaHHEM CPABHUTD C KabeseM:
MeM6paHa uMeeT Bbicokoe conpotuienue (or 500 ao 10 000 Om/cM?) u
6oabiryio emkocts (1 — 5 Mk® /cM?). Ona pasaensieT ABa pacTBOpPa C
HH3KHM COIPOTHBJIEHHEM — OKPYXaIOUIYIO Cpely ¥ aKCOILJIa3My, KOTOPYIO
JIMIIb YCJIOBHO MOXIO Ha3biBarh pacTBopoM. Ilo cywectny, I mpu pac-
MIpoCTpalieHnH BO36Y>KIeliua BO3HUKaeT 6eCKOHEYHOE YUCJIO Pa3, co3aaBas
LETb BO36Y X AEHHbIH Y4acTOK — aKCoIlIasMa — HeBo36Y KIeHHbIH yyac-
TOK — BHemnsist cpega. COriacio TeOpHU MECTHBIX TOKOB CKOPOCTb pac-
MpoCTpaHeHust BO36YKAeHH JOJIKHA 3aBHCETh OT COIIPOTHBJIEIHS CPeabl,
OKpY:KaloLeil BOJIOKIO (COMPOTHBIEHUE aKCOILTa3Mbl TPAKTHYECKH TOCTO-
SHII0), YTO 6b110 IoATBepKAeH0 A, XomkkuibiM. Ol onpeaessii CKOPOCTb
nposenetns [1/], nmoMelas HepBiibie BOJOKHA B Cpelibl C pa3HbIM COIPOTHB-
nenneM (B MOpPCKYIO Boay M macio). B sKcnepuMenTax € THTalTCKHM
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aKCOHOM 6BLTO II0Ka3ano, YTO pa3HHIla B CKOpOCTH ripoBenenust I1/] Bonok-
Ha, 11aX0JAIIErocs B MOPCKOH BoJe H MacJe, BeCbMa 3aMeTIia: B OCAeAHEM
CKOPOCTb TIPOBeJeHUs 3HAYHTENbHO HIXKE.

3.2.2.2. Maxroph, onupeaeasiomue CKOPOCTh
NpoBe/ieHHsl NOTeHIHaaa JeicTBAs

Ha npumepe pacnpocrpanienus 1/l MOXIO nipoceauTh CBA3b MEXKIY
¢pu3uueckumMu napaMeTpaMu BO3GYAUMBIX KJIETOK M psiaoM QU3HOJOTHYE-
ckux npoueccos. ITpu caBure MeMGpaioro norenuuaia (moremnuasa mo-
KOs1) /10 KPMTHYECKOTO YPOBHst MECTHBIH TTpoiiecc pOpMUPOBausl JTOKaIb-
HOTO OTBETa MEePEXOAUT B pacnpocTpaHsiomuiicsa. CKopocTb NPOBEAEHUST
I1[1 onipepensiercst neckonbkuMK HakTopaMH, B 4acTIIOCTH AUAMETPOM BO-
JIOK1Ia H CTENENbIO €ro H30/IMH OT BHelliel cpeabl (MUeTMIM3a1Hs).

Ilpu mpoBeaenuu BO36YKAEHHUA B KaXIOM IOCJHEIYIOUWIEM YYacTKe
nepsHoro BoJiokHa I1/] BosnukaeTr BIHOBb; CKODOCTb €T0 NOSIBJIEHUS U JaJIb-
HOCTb PacIpOCTPAHENH s JIOKAJIbIBIX H3MeHEHUH onpe e IsiioT CKOPOCTD IIPo-
seaenns [1]] (v). B nemueMIOBOM BOJIOKHE ¥ HAXOAAT 1O OPMY.Jie

v=SA/7,

rae S — ¢akTOp HafEXKHOCTH; A — NIPOCTpPaHCTBeNHast KOHCTAHTA; T —
BpeMeliasi KOHCTaHTa.

BpeMennast KOHCTanTa XapaKTepPHU3YeT JTHTENLHOCTb HAPACTAHUA H Ta-
Jeuus u3Menelul MeMGpaHHOro MOTEHITHAJIA M 3aBUCUT OT COTIPOTUBJIEIINS
U eMKOCTH MeMGpalibl;

t=R_C,,
rae R, — conporusienue meMm6pansl; C, — €MKOCTb MeMOpaHBbI.

IIpocTpancTeras KOHCTaHTa XapaKTePH3yeT MPOTSHKEHHOCTD Pacnpo-

CTpalleHHsT 11a/[IIOPOTOBO AEMOISPU3AlIMH:

A=(R,/R)'/2,
rae R, — compoTuBjende mem6panbi; R, — cCONpOTHBJEHHE BHeuIlieH
cpenbl.

Ha puc. 3.26 nokasano cooruomenue A u / (I — paccrosiiue oT MecTa
pasapakenusi, MM, Ha KOTOPOM MeCTHbIH I'PalyabHbIH MOTEHIINA CHHXKAET-
cst 10 1 /1 cBoedt ucxoanoit Benmyunbi). C A u [ cBs3aiia ckopocTb pacipo-
crpanenus [1]]. Tak, a5 TUranTcKOro akCOHa KajabMapa A =5 MM, a CKo-
poctb npoBeenus I1[] paBHa 25 M/ c; AN CKeJ€THON MBIUILBE JISATYIIKH
A =2 MM, a CKOpOCTb NIpOBeZieHust — 0T 3 A0 7 cM /c.

Jlns mepexoia MeCTHOFO NpoLecca — JOKAJbIIOTO OTBETa BO36y AMMO#H
MeMOparibl B pacpOCTpaHsIonMiicst ypoBeHb AENOIAPH3ALIMH AO/DKEH HMETD
BEJIMYUHY, XapaKTepHYIO [J1s1 AAHHOK BO36yAMMOH KeTKu. Pasapaskutenem
cayxut I1/], KoTopblif BHI3bIBaET AEMOJSPH3ALHNIO COCEAHETO YYacTKa BO-
Jok1a. DakTOp HAAEKHOCTH 3TOTO MPOILECcCa ONpeAEISIOT Kak COOTHOIe-
nne mexay amrautynoit I1J] u KpHTHUYECKMM ypoBHeM JAENOJSIpU3alMH
Mem6panst. Hanpumep:

S=I1/(II - MHKP) =120,/(70 - 55) = 8.
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Puc. 3.26. MakToph, ONpeaejsONIHe CKOPOCTb NMPOBCACHHS MOTEHIMana Aeit-
CTBHS: d — BPCMEHHAS KOHCTAaHTa XapaKTepH3yeT BpeMs HapacTaHus H cnaja MeMOpan-
HOTO TOTEMIMaNa, 3aBHCHT OT CONPOTHBJCHHS M CMKOCTH McMOpaHbl; 6 — HpOCTPaH-
cTBeHHast KoncTaHta (A) XxapakTtepuayer pmaibHocts (/) pacnpocTpaHeHMs Haamopo-

FOBOI JCIIOJNSIPHM3ALIMH

Cxopoctb nposeaenius I1/l B HEMHEIHHOBbIX BOJIOKHAX MOXKET GBITb
TIOBBIIIEHA JIMIIb 32 CYET YBEJIHYEHUs JTHAMETPa BOJIOKHA, T. €. IONIepeYlIo-
TO Ceyenus, H, CIeA0BATENbHO, YMEHDbIIEHHs CONPOTUBIEHHS. B 60bIIuH-
CTBe NEPBUBIX BONOKOH GECTIO3BOLOUIILIX KUBOTHBIX AHameTpom ot 0,5 1o
20,0 MKM CKOPOCTb NIPOBE/IEHH s Iie peBbilllaeT 4 — 5 M/ C, YTO BIOJIHE
JOCTAaTOYHO AJs1 XHUBOTHBIX C MaJIONIOABMXKHBIM 06pa3oM >ku3nu. Onnako
H 371eCb BCTPEYAIOTCs MCKIIOUENHs; B IIEPBYIO OUEPEb ITO OTHOCHTCS K
HEKOTOpbIM BHJaM FOJJOBOHOFHX MOJIIIOCKOB — KajbMapaM M KapaKaTH-
maM. B HopMe 1O TOHKMM BOJOKHAM HEPBHbIX CTBOJIOB KaJibMapa HJH
KapaKaTHIIb! UAYT peaKHe MITY Ibebl (1ie Bhilize IECKOJIbKHX B CEKYHAY MU
OZMH B HECKOMbKO ceKyna). Oniiako o6pa3 XHU3HH 3THX MOJLTIOCKOB Ipe-
JycMaTpHBaeT ¥ CTPeMUTe IbHble poiBKH (1anazenye na Jo6biay UM yXon
OT onacHocTd). B TakoMm ciyyae TpeGyloTcs 6bICTpas Iepesaya CUTHANA,
BbIcOKast cKopocTs rpoBexenus I11.

JI1s1 BHINOIHENHs HYHKIHMH NPOBEAEHHS BO36YXKAEHHs B 3KCTPEMAIb-
HbIX YCJIOBHSIX >KM3HH XMBOTHOTO Y TOJIOBOHOTHX MOJLIIOCKOB B XoOJ€
3BOJHOLMH MPOM30ULIO CITHSTHHE HECKOJILKUX JECATKOB H aXKe COTEH TOH-
KHX BOJIOKOH, B pe3yJIbTaTe 4ero 06pa3oBajMCch THraiTCKUe aKCOHbI AHa-
merpoM 10 1 MM. [IpoBesenue PB B TakoM akcolie Tpe60BajIO pallHOHaIb-
HOro 3Heproobecmeuetusi. [elicTButenpno, npu nmposeaenuu 111 yepes
1 cM? MeMGpanbl akcOHa BHIXOAHUT 4 MKMOJb Kaius. C yueroM Toro 4ro
JMaMeTp BOJIOKHa cocTaBisteT 500 MM, npu oxuom I1JI Tepsercs 1,/10°
BCETO KaJIlsi aKCOILIa3Mbl. JpyTHMH CIOBaMH, THTaHTCKHI akcoll cniocoben
nposectu 5 - 105 I1/1 6e3 «nepesapsiikus KanueBol «6aTaped» 3a CueT
suepruu ATO.

CxkasanHOe CBHAETENbCTBYET O TOM, 4TO NpoBedenHe oxunounoro [/
1le HY’Ja€eTCs B SKCTPEHNOM 3Heproobecneuenuu. Ilposesenne PB B Ton-
KHMX BoJIoKHaX (06/1afalolMX BbICOKMM COOTHOWIEHHEM IMOBEPXHOCTb —
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o6bem) TpebyeT 3nauuTebHbiX 3atpaT AT®. JeficTBUTEBHO, NIPH JUAMET-
pe BoJiokna 1 MKM ¥ HIDH aHaJIOTHYHOM BBIXOAE KaJMsl OTeps COOTBET-
crByet 1/ 10% vacTu kanus akcomnasmol. OueBHAHO, THFAHTCKOE BOJIOKHO
B GoJibleit Mepe MpUCIIOCOGJIEHO K ITPOBEIEHHIO 32JITIOB HMITYJILCOB BbICO-
KO# yacToThl ¢ 60Jb110# ckopocTbio. O10 06JafKaeT 3HaYHTENbIIbIM 3ama-
COM TIPOYNOCTH, TaK KakK 3a/IIbl BLICOKOH 4acTOThi B aKCOIl€ KOPOTKH H
BO3HMKAIOT JOCTaTOYHO peiko (cTpeMuTeNbHbIe 6POCKHU XKHUBOTHOrO). TaK,
B IlopMe yacTora IpoBoauMbix I1/[ B rHraITckoM aKcoiie cocTaBisieT 3 —
6 uMn. /mun, a npu 6pocke Bo3dpacraer npubauaurensto B 10 000 pas.
Takum 06pasoM, Ha IPHMepe aKCOHa KaJibMapa MOKa3albl CBsi3b CTPYK-
TYPbI U QYIKIMIA HEPBIIOTO BOJIOKIIA, a TAK)Ke 3aBUCHMOCTb XapaKTEPUCTHK
BO36yAMMbIX 06pa3oBaHmil OT 06pasa XU3HHU >KUBOTHBIX. OAHAKO TMraHT-
CKHif aKCOII CKOpee MCKJIoYeHHe, yeM npaBuio. I1yTh NoBbmeys CKOPOCTH
npoBeaenus [1/] myTeM HapaluBaHus AMaMeTpa akcolla He MOT GhiThb Mep-
CIIEKTHBHBIM JJI5 I03BOHOYHbIX JKMBOTHBIX, 06pa3 >KH3IH KOTOPBIX MOCTO-
SIHHO TpebyeT 6oJiee BLICOKHX CKOPOCTEl pPacpoCcTpalieHus HEPBHOTO HM-
nyabca. Corsiaciio TeOpHH MECTIIBIX TOKOB MOBbILIEHHE CKOPOCTH NPOBefe-
uust [1/] MOXeT GbiTh AOCTHTHYTO HE TOJLKO 3a cYeT NMaJeHHs BIyTPEHIero
conporusJenus (yBeruyenye MONEPEYHOro cevellsst BOJOKHA), 110 ¥ BCJIEA-
CTBHE TIOBBIIIEHUS CONMPOTHBJIEHUS] MEMGPAHDbI, OKpY Kalomieli akcoH. Ty
$YHKIHIO B IPOLIECCE BOJIOLMH BbINOJIIET MueauH (ta6x 3.3).

Ta6anua 3.3
XapakrepucTaka BoAHN B0o36yxaennsi B nepse kpaba m asrymxu

Heps xosnoausmbioi Cepammyibrii
Ilapamerp KOICYHOCTH neps
TpaBAIoro Kpata JIATY KK
2 -3
JLmTelbHOCTb BbICOKOBOJIBTHOM Yactn (mmka, 3 -4 (o6uxmit cTBON)
WM cnaiika) noTCHIMana AcHCTBHS, MC (o6uwmii cTBON) 06 — 09
(Bonoxna A)
5,3 47
Cxopocts nposeenus, /c (6bIcTpBIE BOJTOKTIA) (sonoxna A)
Crenosas 11eraTuBloOCTb _
(nocae crumyasumn 1 Muu) 2 — 3wmn 15¢
Tennoupoayxuus nokos, Ik/rs 1y 0,69 0,25
Havanbtioc Tewno ua 1-umn., JIx/r 3-10° 2,8 - 10
Tlotpetnenne O, B nokoe, cM* /1 B 1 Mun 143 - 10™ 2,7 - 10
TorpeGaenne O,ua 1 umiL., cM®/T 23 - 10°° 1,2 - 106

* IlaHHbIC AN1s1 OMHOTO MMITYJIbCa ONpeAesIsIM MPH TCpPecucTe pe3ylbTaToB, MOJY-
YeHHBIX MPH GoJlee HJIM MeHec NPOAOJDKMTCIBHON PHUTMHYCCKON CTHMYJISALMM Hepsa.

Jlnst MMeTMHOBBIX HEPBOB XapaKTepHO cajbraTopiioe rposeaenue. [lo-
CKOJIbKY CONPOTHBJIEHHE B MMEJMIIOBLIX CETMENTaX 3HaYMTEAbIIO BbIIlE,
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yeM B MEKMUETHHOBbIX NepexBatax, [1/] reHepupyeTcst MMEHHO B TIOC/IE/-
HHX M pacHpoCTPaHseTCsi CKaykKoOoGpa3HO OT IepexBaTa K IepexBary.
O6cyxnran dakTopsi, onpeensioume ckopocts nposenenus [1/{ B muesu-
HOBBIX BOJIOKHAX, KAK [IPABMJIO, YYUTHIBAIOT PACCTOAHHE MEXIY NlepexBara-
mu (L), cooTomenre Mexay auamerpom BoJiokHa (D) U ero oceBoro
mmnnzapa (d):

L/D=d/D (In D/d)'/2.

YBesmuenne pacCTOSIHUS MeXIY IepeXBaTaMH OGbIYHO CONPOBOXKAAET-
Cs1 ycuJieleM MUeHHU3alMu: oTHowende D /d =1,/0,6, ckopocTb npoBe-
JleHMA TIOTeHIMaNa AeficTBus v = d - 6, BpeMs «II€pecKOKas C IiepexBara Ha
nepexsar — 0,07 mMc. Jta BeaMumMHa NPakTHYECKH OJHHAKOBa Y BCEX
MHEJIMHOBBIX BOJIOKOIH, XOTs oTHouenue L /D MoXKeT BapbUpOBaTh.

Ecsu B 11eMHeIMHOBbBIX BOJIOKHAX CKOPOCTh IIPOBEAEIHSI NP OMOPLIMO-
nasbiia D172, 1o B MuemmuoBbix — D. TakuM 06pa3oM, 3BOJIIOLHsT HEPBHOR
CHCTeMbI oTpaboTaia [Ba MEXaHU3Ma HOBbILIEHHSI CKOPOCTH paclipocTpaHe-
nus [1/]: yBenruuenue auaMerpa HEPBHOTO BOJIOKHA H yCHJIEIIHE MHE/HHH-
3al[(iH, TIOBBIAIOLIEE KaGeabHble CBOMcTBa Bosokna (cM. Tab. 3.3).

W3BecTHO, YTO ANMHA U IIOMIAb iepexBaTa PaHBbe MEHAIOTCS Aaxe
TIPH He3HAYMTEJIbHOM U3MeHeHHH QYHKIMOHAIBLHOPO COCTOSTHUS HEPBHOTO
BoJiok1ia (1ianpumep, npu anuresiioM PB). Ecn nepexsat mexay Muesu-
HOBBIMM CETMEHTaMH BO3PacTaeT, TO CONPOTHBJIEHHE MafaeT H MPOLIECC «IIe-
peckokas [1/] o6seryaercst, 4To cM>KaeT CyMMapHbiii TOPOT M yBeIMYMBaeT
CKOPOCTb IPOBEIEHUS BO3GYKAEHHS.

3.2.3. HOHHBIU KAHAJ

B nacrosiuiee BpeMsi CuMTaeTCst NOKa3aHHBIM, YTO BO30YAMMOCTb
HEPBHbIX M MBIIEYNbIX KJIETOK, TeHepalHa U pacnpocrpanenue [1/] ceaaa-
HbI ¢ GYHKIMOHUPOBAHMEM ClIEL[MATU3HPOBAaHHBIX MEMODAHHBIX 6ENKOB -
HOHIbBIX KaHaloB. Monnbie Toku, MpoxoAsduMe Yepe3 Kauabl, SBAAI0TCH
HENOCPeACTBEHHOMH NMPUYHHO# Bo3HukHOBeHHs 11, Mexay uamenenusaMu
MeMOPaHOro MOTEeHIHAaIa ¥ BeJJHYUHAMH HOHIIBIX TOKOB B MeMGpane cy-
IECTBYeT XapaKTepHas 3aBUCHMOCTD. CIBMI MeMOPaHIOro NoTeHLNaNa Py
CTHMYJISILIAM IPHBOAUT K U3MEHENHIO HOHIION IPOBOAHMOCTH MEMGDAHbI U
COOTBETCTBEHHO BEJIMYMIIbI M HATPABJEHHUsI HOHHbIX TOKOB.

IIpu nepexone Bo36yAUMOM KJETKM OT COCTOSIHHS NMOKOS K (DyIKIHO-
IIHPOBAIIHIO HOHHbIE KaHaJIbl IIPETEPNEBAIOT KOMILTEKCHbIE KOH(OPMAIHOII-
1ibie M3MenenHsi. X0Ts U CYLIECTBYET HECKOJIBKO NpeACcTaBeHuli o yucaen-
HOCTH KOH(OPMALMOHIIBIX COCTOsAIMI Kanaaa (TeopUst OTHHOUIOro KaHa-
Na-TIOpbI HJIM TEOPHS KaHaja — arperara MpoOTOKalasoB), HO NOCTeR0Ba-
TEJIbIIOCTD U3Merienuit kondopmaimu (1a npuMepe Na-KaHasia) MOXKHO Ipes-
CTaBUTb KaK KOMILIEKC CJEAYIOUHX COCTOSIHHM: 3aKPbITOE — aKTHBHPO-
BaHNOe — HHAKTHBHPOBAHHOE,

B IHacToALL€C BPEMA pacCMaTpHBAIOTCA ABE OCHOBIIbie CTPYKTYPHO-
(yHKLIHOHAIbIbIE MOJIENM HOHHOTO Kallaa:
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1) voHHBIl KaHa UMEET eAUHCTBeNHYIO opy. [loacocTosHUS KaHata
(1pomeskyTOuHbIe COCTOSTHUSI KaHaJIa IIPU MIPOXOKAEHHH LIMKJIA OT COCTOS-
HHS TIOKOSI 10 COCTOSIHMSI HHAKTHBALMK ) BO3HHUKAIOT 6aroaapst GrykTya-
1MH 3QHEKTHBHOTO JHAMETPA IIOPbI;

2) opuHouNbI Kanan — 310 ancaM6ub (arperat) nporokanasos (oxu-
HOYHBIX T10D), PaCHOMOXKEHHBIX B MeM6paHe NapaJliebiio Apyr Apyry. Bee
MPOTOKAHAJIbI B3aUMOCBA3aHb!, QYHKIMOHUPYIOT CHIIXPOHHO, YTO IIPOSIBJIS-
eTcst Kak pa6ora ogHoro kanana. Iloacocrosinust Kaiana CIenyIouue:

— IpH aKTHBAIMU NPOTOKAHAJIOB IOACOCTOSUS KPaTHbI U KBaHTOBA-
HBI;

— BeJMYMHA 3JEKTPUYECKOrO CKauyKa IIPOBOAMMOCTH aKTHBHPOBaHHO-
TO IPOTOKaHaa COCTABJISET HECKOJIbKO MMKOCHMEHCOB;

— IIEPEXOX KaHalia MeXXAy NOACOCTOSIHUSMH ITPOBOIHMOCTH SIBJISIETCS
KOOTIepaTUBHBIM MPOLIECCOM;

— TIpH aKTHBAI[MH NPOTOKANAJIOB IOACOCTOSIHUS IIPOBOAMMOCTH MOTYT
paclaaaTbCs Ha He3aBUCHMble rpynibl (0JMroMepsl) BILIOTb 0 MOHOME-
POB;

— cBo#cTBa Kanaja (CeeKTUBHOCTb, TOTEHIMAI3aBHCUMOCTb) M/IEH-
THYHbI BO BCEX KOOIIEPAaTHBHLIX NOACOCTOSIHUSAX;

— IIpM pacmaje COBOKYITHOCTH NPOTOKAHAJIOB Ha OJMIOMepPhI CBONCTBa
TIPOBOAMMOCTH MEHSIOTCS;

— peareHTsl Ha S — S-TpynInbI 6€JKOB CIOCOGCTBYIOT (POPMHPOBAHHIO
OJIMFOMEpOB, a peareHTs! Ha SH-rpynnsi BoccTaHaBIHBAIOT CHHXPOHHOCTD
paboThl BCceX MPOTOKAHAJIOB KaHaJa;

— aByxsaJenTHble kaTuonst (Ca 1 Ba) CHHXpOHH3MPYIOT TI€peX0abl
TIPOTOKAHAOB MEXIY TOACOCTOSTHHSIMM.

CornacHo teopun XomxkkHia— XaKC/IH akKTUBAallMsl HOHHOTO KaHaJja
HOCJIe[OBATEIbHO IPOXOAMT PSA COCTOSIHHMH: B OTBET Ha IIOJIOXKHUTEIbHbIH
CABHMT MEMGPAHHOr0 NOTEHIIMANA CYObeJHITHIbI KAaHAJIA IEPEXOMIAT B AKTHB-
HYIO KOH(OPMaILHIO, 3aTeM B3aUMOAEHCTBYIOT APYT € APYTOM; NOCTE B3a-
umozeiicTeust Tpex (B cayyae Na-kanajla) Cy6GbeuHUL JAHHBIA KaHAI Tiepe-
XOJMT B aKTUBHOE cOCTOsiiiMe (OTKPBIBAETCS ), IPONMYCKask HOMbI HATPHUSI B
knerky. JansHeiiine H3MeHeHUs! KOH(DUTYypaLuH Cy6beHHUIl IEPEBOAST
KaHaJl B MHAaKTHBHpOBaHHOe coctosinue. [Ipeanonaraercs, uTo kax/slii me-
PEXOJ MOXKET COBEPIIATLCS B O60MX HalpaBJeHUsIX, HO Ha NpaKTUKe 661b-
as YacTh KaHAJOB IIPOXOAHUT NOJNHBIN ITMKJI — OT COCTOSHHS IIOKOS JI0
WHaKTHBAI[UM U 06paTHO. MeXaHNn3Mbl aKTUBHOTO M HIIaKTHBHPOBAHHOTO
KaHaJla npeAcTaBJieHs! Ha pHc. 3.27, 3.28.

B coorBercTBHHE C TeopHelt Xomkkuiia — XakcJ4 NIPOBOAHMOCTD 1ia-
TpHesoro (gy,) ¥ xanuesoro (g, ) kanaaa MOXeT GHTb OIIHCAHA CAEAYIO-
LMY YDABHEHHSIMHU!

8Na ~ *gNa m’h;
dm/dt = a,(1 —m) - B, m;
dh/dt=oy, (1 —h) ~ B, k;
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gk = *gx n',
dn/dt=0,(1 - n) - B, n,

rae *gy, — MaKCHMasbhas MPOBOAMMOCTb Kanalja; m — BepOSITHOCTD
aKTHBAllMH Kallaja; i — BEPOATHOCTD MIIAKTUBAIIMH KaHana; o, § — moren-
LMaJI-3aBUCUMBIE KOIICTAHThI CKOPOCTH NIPAMOit 1 06paTHOM peaKI{Uy Ipo-
LleCCa aKTHBallMM Kanaja; *gyx — MaKCHMAJbliast IPOBOJMMOCTb KaHaja;
n — BEPOSATIIOCTb aKTHBAL[MH KalaJa.
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Puc. 3.27. Cxematnyeckoe uzo6paxkeHHe MOHHLIX KaHaJOB B IJAa3MaTAYECKOH
Mem6pane. Ha cxeMe HarTpueBmil M KaJMCBBI{ KaHAJIBI-IIODBI NMOKA3aHbI C 3aKPHITHIMIA
«BopoTaMu». IIp# OTKpbIBAaHAM KaHAJ OB HOHBI ABHXYTCA MO rpajucHty («BHH3 O
ckJaoHy»). Kanan-Hacoc mepenocut uoHbl HaTpus (0) u Kaaus (@) mpoT#B rpagHeHTa
(«BBEpX 1O CKJIOHY»)

8

a 6

Puc. 3.28. CxemaTiueckoc M306pakeHHe MONOXCHUSA akTHBaumomnsix (m)
1 uHakTHBAaUMOHNBIX (£) «BOPOT» HATPUCBBIX KAaHAIOB: @ — B COCTOAHMH IIOKOSf;
6 — npm aKTHBalMM; 6 — NPH MHAKTHBALHH

Dusuueckue nPpUHUUNLL NPU MOOEAUPOBAHUU
mpancnopma uona uepe3 Kanaa

B Hacrosiiee BpeMst IIpH oLieHKe (pM3HIeCKUX NTAPaMeTPOB, PeryJIHpyio-
IMX IPOHMKHOBEHHE MOIIa Yepe3 KaHaJl, OCTYIMPYeTCst Cleyiolee:

— TOCTYIJIEHHE HOHA B KaHaJl CONPOBOXK/IAETCS 3aMeHO BOAbI THApAT-
HOit 060JI0YKH Ha TOJIAPIIbIE TPYIINbL CETEKTHBHOTO (pUJIbTpa KaHata (rua-
paraius HOHa);
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— B3aMMOJENCTBHE HOHA C 3apsjaMH, BLICTHAAIOIMMH MIOPYy KaHaJa,
onpezesiercst npodueM sHepruu 6apbepa (W):

2 2
W= e _ e ,
2a(1/¢,-1/¢. (a+c)e

TAe @ — paaMyC MOHa; €, — AM3MEKTpHUYecKas IPOIMIIAEMOCTb KaHaJa,
€. — AM3JEKTPHYECKas IIPOHMUAEMOCTb CPEAbl, ¢ — PafHyC aHHOUHOH
IpyINIb,

— IIpY NPOXOXKAEHHHM Yepe3 Kalajl HOH [0JT0 3aJepXKHBaeTcs B «I0-
TEHLMAJIbIIOH IME» , «IIEPECKOK» BO3MOXKEH TOJIBbKO B MYCTYIO «TIOTE€HIHAIIb-
HYIO sIMY >, BTOPOH HOH He MOXKeT HaXOAUTHCSA B 3aHATOH «IOTeHIHaIbHOMH
AaMe»,

— <IEPeCKOKH» MEXIY <«ITOTEHIIHAIBHBIMH AMaMHU» OCYILECTBASIOTCS
TIOA /IeHCTBHEM TeTIOBLIX (iykTyaiuii. BeposiTHOCTD «Ilepeckokas 3aBH-
CHUT OT BEJIMUMHbI NIPHJIOKEHHOTO JJIEKTPUYECKOTO IO,

B paccmarpuBaeMoii MOJieTH TIPEATIONIATaeTcs], YTO IIPY aKTUBALMM KaHa-
J1a IPOUCXOMT MEPEXOA OT HEAKTUBHOTO COCTOSNMS Kanaa (YHcJIo leak-
THBHBIX KaHaoB — N,) k akTuBHOMY (UMCJIO AKTMBHBIX KaHaloB — N,).
Toraa ecu N =N, + N,, aau b — KOHCTaHTbl COOTBETCTBEHHO MPAMOI H
06paTHON peakIMi AKTHBAIMH KaHaJla, TO

dN/dt=aN,—bN,=aN —aN,=aN - (a+ b)N,.

ITpu capure MII, npuBoasilieM K OTKPBIBAaHUIO BCeX KaHAJIOB, KHHETHKA
nepexona 6yAeT COOTBETCTBOBATh BbIPAXKEHHUIO

N,(8) =N[1 - exp(-t/D],

rie T — XapakTepHoe BpeMs, T=1/(a + b).
B paccMOTpeHHO# MOJe/IH POBOAMMOCTD BO3PACTaeT 10 3KCIIOHEHTE
0 CTALLHOHAPHOTO YPOBHSI.

3.2.4. MTOBEPXHOCTHHH MOTEHI{UAJ KJETOYHON MEMBPAHBI

HonHbie kananpt — 370 6EJKOBbIE MOJIEKYJIbI, OKPY>KEHHbIE 3apsKeH-
HBbIMH JMIIMAaMH, KOTOPbie aKTHBHO Y4acCTBYIOT BO BCeX MEMODaHHBIX MPO-
neccax. Ha nmoBepxHOCTH KJieTouHO MeM6paiibl HaXOASTCA (PHKCUPOBaH-
Hble 3apsiKeHiibie IPYIIbl 6eIKOB M JAMITMAOB, Y4acTByIOLHe B GOpMHPOBa-
HHH TpaHcMeMOpaHNOro nortennuaia. B xom6unanuu ¢ aAuddysHoHHbM
MIOTEHIIMAJIOM ITOTEHIIHAJ 3apSDKEHHBIX TPYIII BAMSIET 1la IPOHUHAEMOCTD
MeM6paHbl H GYHKIMOHHPOBaHHE HOHHBIX KaHaloB. KosmyecTserHoe onu-
caliMe MOBEPXHOCTHBIX ITOTEHIIMANIOB U MX H3MEHEHHH OCHOBBbIBaeTCs Ha
mozenu, paspa6oranoit I. I'yuu P. A. Uanmenom (puc. 3.29, 3.30).

Peructpupyembiii ¢ ToMoIIbI0 MUKPO3JIEKTPOAOB KJIETOYHbI MEMGpaH-
il otenuman (E,,) CKJIabIBaeTCs U3 CYyMMBI TTOBEPXIOCTHBIX TOTEHIHA-
JIOB 06eMx cTopol MeMOPallbl M TIOTEHINANA TIOKOS:

EM = Enap + EBH + I,
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Puc. 3.29. Pacnpenenenue notcHnua-
Jla B CHCTeMe pacTBOp — MeMOpaHa — pa-
CTBOp: @ — B OTCYTCTBHe IpajiueHTa KOH-
LEHTPalUK TPOHHMKAIOIUIEr0 HOHA ¥ NpPH Ha-
JUYMH PHKCHPOBAHHOTO 3apsiia Ha MeMOpa-
He; 6 — B OTCYTCTBHE (PHKCHPOBAHHOrO 3a-
psiAa Ha MeMOpaHe M NPH HAJMYHH TPaHCH-
Ta KOHIIEHTpalluM NPOHHKAIOLICTO HOHa; 6 —
oTpuiaTesbHbie (PUKCHPOBAHHbBIC 3aPARb H
rPagMEHT KOHUCHTPANHH TNPOHHKAIOUICTO
WoHa. 3pechb v,, —Pa3sHOCTb MOTEHNHAIOB
MEXAY PacTBOPaMH; @, — MOTEHIIHAJ BHEIl-
Helt TOBepXHOCTH MeMOpaHBI; @, — NOTEH-
uaJ BHYTpeHHeil NMOBEPXHOCTH MeMOpaHbI;
U, — Pa3HOCTb MOTCHLMANOB Ha MeMOpaHe;

d — TommuuHa MeMOGpaHbI

AxconnasmMa

Puc. 3.30. CxeMa pacnipegelicHAsi TOBEPXHOCTHOTO 3apsaa  Ha MeMOpaHc,
yYacTBYIOUICTO B DETyJSiMH HOHHOI NMPOBOAMMOCTH HepBHOro BOJIOKHa, OK —
¢docdarnanas kucnora; UM — nmuaason; TUP — tupoann; ®OJI — dochoannuasy;

“OO0OC - unoHH3NpOBaHHbiC KapGoKcuabHbie U docdatbic rpynnbs dochoannuaos
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rie Eypp, Egy — NOTEHIHAT COOTBETCTBEHIO HApY>KIOW M BHYTpelHel
MOBEPXHOCTH MEMOpaHHI.

W3BecTHO, YTO MOAYSILIUH NIOBEPXIOCTHOTO 32apsiia MeMOPaHb! BIUAIOT
Ha XapaKTep aKTHBALWH NOTEHNIHAT3aBHCHMBIX KallaJioB, T. €. MEHSIOT HX
BOJIbT-aMIIEpHble XapaKTePHCTUKHU. VaMenenus E,,, 3aBHcAIIME OT TPEX yKa-
3aHHBIX BbHIIE KOMIIOHEHTOB, B LIEJIOM BJIMSIOT U Ha OPOT BO3GYAHMOCTH
kJyleTku. (PDHUKCHPOBaHHbIE 3aps/Ibt, (POPMHUPYIOLIHE IOBEPXHOCTHBIN 3apsaa,
NMpHHAAJeXaT MeMOPalHbIM GejikaM U unuaaM. Ha MmemOpaHax u B Npu-
MeMOpaliHbIX CHOAX CYLIeCTBYIOT OTPHLATE]bHO U NOJIOXKHTENbHO 3apsi-
JKelHble rPyMIbE. Tak, IpH ucc/ie[0BaHUH HEPBHBIX BOJIOKOH JIATYLIKY ObLIH
BBISIBJIEHBI 3 THIIA 3aPsLI0B, NpHYeM 2 U3 HUX 00YCIOBJIElbl KUCAOTIIBIMH
rpynnamu 6eaxoB u ¢ocdomunuaos (C = O), a TpeTuit — OCHOBHBIMH
NH-rpynnamu. [Ipu HuskoM pH KucioTHble rpynnbl HelTpaausyioTcs,
OCHOBHBIE 3apsbKaloTcst osioxkuTebiio. IIpu BbicokoM pH ocHoBIbIE rpyD-
TIbl HelTPAIH3YIOTCSA, a KUCJIble 3apsKaIOTCst OTPHLIATEIBIIO.

B monem I'yu —Yanmena paccMaTpuBaeTcsl 11aX0siuasiCs B pacTBOPE
3JIEKTPOJIMTA IUIOCKast IOBEPXHOCTh MeMOpaHbl ¢ PaBHOMEPIIO paclpeee-
HBIMM 3apsiiamu. Ha MOHBI, cojepxaliuecst B PacTBOpe 3JEKTPOJIUTA B
TIpUMeMGPAHHOM CJI0€, AeHCTBYIOT 3JIEKTPOCTATHYECKHE CHJIbI, HAIMYHE KO-
TOPBIX CO3/aeT ABOiHOM anexTpudeckuit cioit. TemnmoBoe ABIXKENNHE HOHOB
peryaupyer audgdysuio HoHOB B ABoHIIOM NpuMeMOpaiHoM cjioe. Mozenn
I'yu —YanMena npejfycMaTpHBaeT sKpalMpOBanie OBEPXHOCTHOTO 3apAaza
HOHAMHM, HaXOMSIMMHUCS B PACTBOPE 3JIEKTPOJUTA. DP(hEKTHBHOCTD 3KPa-
HHPOBAHMS NMOBEPXHOCTHBIX 32pPAA0B ABYXBAJIEHTHBIMH HOIIAMH Bblille, YeM
OHOBAJIEHTHBIMH.

Baxno, uTo H3MelleHust mopora npu redeparmu I1/] HepBHBIX U MblIIIeY-
HBIX KJIETOK OGbIYIIO 3aBUCSIT OT S3KCTPaKJIeTOYHOH KOHIEHTpallHH AByXBa-
JeHTHBIX KaTuoHOB M pH. V3Meliennst IoBepXHOCTHOTO 3apsiZia IPH YBEJH-
YeHHH KOHUENTPAlHU JBYXBaJeHTHbIX KaTHOHOB IIPHBOAST K THIIEPIIOJIS-
pH3anuH MeMOpaHbl, ¥ IOPOT NMoBbllIaeTca. Takoe geifcTBHe ABYyXBaJselT-
HbIX KaTHOHOB Ha3bIBAIOT cTabuym3upyiommM. Coryacto pacyeram I'. Jii-
3elMaHa, IIpu NoBepxHocTIIoM NoteHiante 116 MB u Hapyxno#t koimenTpa-
umu Houos nip Ca 1073 Mosp /1 HX npuMeMO6paliHast KONIEHTpalMs Co-
cTaBjsier npuMeptio 10 Mosb/ 11, 1. e. 8 10 000 pas Gosbiie, YeM B pacTBo-
pe.

Bopommue MexXaHu3aIMsl 6 UOHHBIX KaHaaax

AKTHBaIUs NOTEHIHAI3aBHCHMBIX KaHAJIOB CBsA3aHa C IlepeMellielieM B
MeMO6paiie IOABIKHBIX 3aPSI0B, UTO CO3JaeT BOPOTIibiii TOK. [TapasiienbHo
C 1IMM BO3HHKAET HOHHDIH TOK, 0GYCJIOBIEHHDIH IPOXOXKAEHHEM HOHOB Ye-
pes KaHaJ1. J{J1s1 pas/ie/ieHust STHX TOKOB HCIIO/b3YIOT 6JI0KATOPbI HOMIIBIX
KaHAJIOB, He BJIMSIOLME HA BOPOTHBIE TOKH, HJIH HOHBI, 1ie TPOHMKAIOIIHE
Yepes KaHasibl, BopoTHbie Toku Na-KaliaJoB BriepBble 6bLTH 3aperuCTpHpO-
Babl K. ApMcrponroM (C. Armstrong), P. Keiincom, ®. Besanuanoi
(F. Bezanilla) u E. PoxacoM (E. Rojas) B ucc/ieJoBaHHsX Ha BIIyTPHKJie-
TOYHO nepy3UPyeMOM THTANTCKOM aKCcole KaabMapa. J[/ist mojasJienus
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Na-Toka npuMensiiu 6j0katop Na-kanaslos TeTpoAOTOKCHH. BMecTo uotos
Na Hcnosib30BaIH KpyIible HeNPOHUKAIOUIHE KATHOHDI, A KaJIuil 3aMelisiin
ue3ueM. B aTHX yclOBHsIX GbL1 BbISB/EH BOPOTHbIA (M/IM Tak HasbiBaeMblii
acHMMeTPHYIIbIi) TOK.

PaccMoTpenHas panee MoJe/ib aKTHBAIMM NOTEHITHAT3ABUCHMOTO KaHa-
JIa NIPEATIOJIaraeT, YTO €ro OTKPbIBAHMIO MpeAIleCTBYET NepeMelieHHe BO-
POTHBIX 3apsiKerbix YacTHl (CBsi3aHHBIX ¢ MeM6panoit). Tok BOPOTHBIX
YaCTHI He 3aBHCHT OT BeJIMYHHbI U HAPABJIeHHs IPAHEHTa IPOHUKAIOUIUX
HOHOB M COXPaHsIeTCs B NIPHCYTCTBHH 6JI0KaTopoB (TeTpasTHIaMMONUs
1 7p.). TOK cMeleHus] BOPOTHDIX 3apsDKEHHbIX YaCTHIl aCHMMETPHYe, T. €.
IIPOSIBJISIETCS TOJBKO IPH AENOIAPH3ALHH MEMOPaiibl HEPBHOTO BOJIOKIIA.
Tak kak KHHETHKAa BOPOTHOTO TOKa MOJXET GbITh IIPEACTaBJeHA B BUAE
cootuourenus N, (t) = N[1-exp(—t/1)], To BopoTHBIif TOK

I,=dN,/dt=-N exp(-t/1).

Torza fo/ist OTKPBITHIX KAIAJIOB MOXET GbITh ONpeesieHa U3 CeAYIOEro
cootnowenus (puc. 3.31):

a 1
N,/ Nz=—m—=uv—w.
a+b 1+b/a
OHeprus
—_— + P
— +
0 h/2 h
BopotHas DJeKTpHYECKOE MOoJie
YyacTHlla cMemaeT BOPOTHBIN
3aKphIBacT 3apA4 M OTKpbIBAeT
KaHaJ Kanaj

Puc. 3.31. CxeMa BOPOTHBIX MCXaHH3MOB B HOHHBIX KaHaJax

SHCKTpH‘!eCKHﬁ IIOoTECHIIHAJ MeMépaHbl BJIMSICT Ha NIEPEIIOC BOPOTHBIX
YacTHL Tak ke, KaK U Ha IIepeHOC TpaHCOpTHPYEMOTro HOoHa, T. €.

a=a,exp(zE /2), b=b,exp(zE /2).
B urore
1

Na /N=1+ka exp(—zE)

, ecmn k, =b, /a,.



Tox yepes MeMGpany, cogepskautyio N kaanoB, pasell [ = iNp, rne i —
TOK 4epe3 oauH kaHatl, i = g(E — *E); p — BEpPOATHOCTb OTKPHITOrO
cocTostHHUsA Kanana, p =N, /N.

Yepes OTKPHITHIN KaliaJ NpoTekaeT TOK, NPONOPLHOlIaIbHbIi ero Npo-
sogumoctu (g). Ecim MemGpannbiit notenuan E pasell paBioBeCHOMY
noreHuuany *E, To Toka HeT; npu E > *E TOK BbIXOAUT U3 KJIETKH, 2 IIPH
E < *E ToKk HampaBJeH BiyTpb. Haupumep, Anst HaTpHEBOro KaHaja
*E = 50 MB. Takum o6pa3soM, a1 BO3GyAuUMBIX MeMOpaH XapaKTepiibl
BOJIbT-aMIIeplible XapaKTEPHCTHKH ¢ YYaCTKOM OTPULATESbHOTO HAKJIOHA
(oTpHILIaTEIBHOTO CONPOTHBJIEHHSA) .

3.2,5. DOTEHHHAJA3ABHUCUMBIE KAHAJIN
3.2.5.1. NorenuuansasucHMbIl HaTPHEBbLIH KaHa

TTousiTHe «HOHIIBIA KaHAT» B COBpeMelHON MEMODAHOIOTHH 0311a4aeT
HHTerpasibliblii MeMOpaniibiil 6eok (WM TIMKONPOTER), HAXoasumiics B
JUNUIHOM GHC/I0e MeMOPaHb! H OCYLIECTB/ISTIOMI TepeHoc HOHOB C OXHOM
CTOPOHBI MeMOpaHbI 11a APYTYIO 3a CYeT JIEKTPOXHMHYECKOrO IPaiuelTa.
Bo MHOTHX ciydasix KaHaJ CTPYKTYPIHO CBsI3aH C JPYTHMH MeMODAIIHBIMU
6esxaMu ¥ KoMIoHenTaMu unurockesiera. [Ipotennonbiit koMiiekce Kaiiaa
MOXKET COCTOSITh M3 HECKOJbKHX ThICHAY aMHIIOKMCJIOT, OPTaliM30BaHIIbIX B
O/THY HJIH HECKOJIPKO IIOJMNIENI THAHDIX Lteneli ¢ 1ECKOIbKHMH COTHSIMH KO-
BJIEHTHO CBA3aNHbIX NOJHCAXAPUANBIX Lenel 12 HapyXKIoit NOBePXIIOCTH,
T'uapoduabHble aMHHOKHCTIOTBE «BBICTHJIAIOT BHYTPEHHOCTD NOPbI, & TH-
podobHble KOHTAKTHPYIOT C JTUIIUIHBIM GUCIIOEM,

Monexynsipras crpykTypa (110/112as1 aMHHOKHCJIOTHAS TIOC/IEA0BATE b~
IIOCTb) YCTQHOBJIEHA MOKa AJis HeGOJBIIOrO YMC/Ia MOHIbIX Kanaaos (B
4acTHOCTH, AJst Na- u Ca-kaHajioB) H HECKOJIbKHX THIIOB PELENTOPOB, B
YacTHOCTH JJIs alleTHIXoJHHoBOTO penentopa. Hanbosee nosisle cBene-
HUs O IepBHYHOM CTPYKTYpe KaHAJIOB MOXKIIO IIOJYYHTD C IOMOLIBIO METO-
JOB MOJIEKY JSIPHO# 6HOJIOTMH — pacuiingpoBKa aMHIIOKHUCJIOTIION ITOC/IeA0-
BaTeJIbHOCTH GeJIKOB 10 HYKJIEOTHIHOM NoCae0BaTeNbHOCTH KOMILJIEMEH-
tapHoit JIHK u ap. I'pynna sinonckux y4yensIx-6MOXHMHMKOB yCTallOBHJIA
NepBUYHYIO CTPYKTYPY Na-kaHasa, BbIAEEHIIOrO U3 J1a3MaTHYeCKUX MeM-
6paH 37eKTpHYecKOlt IVIACTHHKH yrpsi. B cTpykType Gesika o6lapysxelibt
YeThIpe TOMOJIOTHYIIBIX JOMella, COREPKAlUX IO IsITh THAPOQOOHHIX,
aMbHHIBIIBIX U OHI XapaKTepHbiil cerMeHT ¢ GOJTBIIUM TIOIOKUTEIHHBIM
3apsioM (roMosioru4iible JOMEHbI PacIOJOXKEeHbl IOC/AeL0BaTe/blIO)
(puc. 3.32).

Honnas nopa o6pasyeTcs npu cBepThiBaHUH TOMOJOTHYHBIX JOMEHOB
B IMJIHHAPHYECKYIO CTPYKTYPY TaK, YTO BHYTPH LH/IHILADPA OCTAIOTCS TH-
podunpuble y4acTKH aMpuduabHbix cerMenToB (O 06pasyioT CTEIKH
TOPbI), a CHAPYKH — THAPO(OGHbIE YYACTKH, KONTAKTHPYIONIME C JMITH/1a-
Mu Mem6pan. CsefteHus 0 QYHKUUAX HOHHBIX KAHAJIOB MOJyYellbl Wb B
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Puc. 3.32. Mozacnp yKkIafKy NOC/ICAOBATCIBHOCTH aMUHOKMCJI0T Na-KaHanta B MeM-
6pane. BiokaMn nokasanbl TpaHcMeMGpanusic cermeHTsl S1 — S6 uyernipex mosTopsio-
nxcs ¢dparmentos I — IV. Homepa cerMeHTOB M yMCHO OOpasylOmMX WX aMHHOKMC-
JIOTHBIX OCTATKOB OGBEAMHCHHON CTPYKTYpbI MPUBEAEHBI MO KpasM G6yokoB. DYHKuHO-
HaJibHO Ba)XKMbi€ OCTATKH CCTMEHTOB 0003HaYCHB! B OAHOOYKBCHHOM kKoae. Bunkamun
NoKa3aHbl O6IMe 4TS CTPYKTYp ydacTku N-ramkoawnnposaHus (Asn-X-Ser-(Thr)), rae
X — mo6ast aMMHOKMCJIOTa, 3a KCKJIOYeHneM Pro). S™¥ — eauHcTpeHHbI ofmuit Ans
BCCX CTPYKTYp ydacTok (pocdhopunnpoBauns ¢ AMD-3aBUCHMON NTPOTEMHKHHA30i
(Lys(Arg)-Lys (Arg)-X(X)-Ser(Thr)). 3nakn «+» u «—» 0603HaYalOT AOMHHHPYIONIHIT

3apsii BBUIEJIEHHBIX YYacTKOB IICTH

pesyJibTaTe HCCIEAOBaHHIi HOHHDBIX NOTOKOB IIPH BO3AEHCTBHHU Ha Kallajibl
PasIMYHBIMH QUIHKO-XMMHYECKHMH H ()apMaKOJIOTHYECKHMH ar€HTaMH.
IIpaxTuyeckn Bcs MugopManus o cBolicTBax Na-KaHa/loB BpisiB/IeHa IIPH
u3yJellMH THTaHTCKOTO aKcOHa KajbMmapa M mepexsaToB Palspe. Tak,
B. K. Yanzanep (W. K. Chandler) u T'. Mesec (H. Meves) ycrasosuu,
YTO IpolnLaeMocTb Na-KallaaoB I/ KaTHOIIOB ILEJIOYHbIX METAJIOB MeHs-
€TCst CAeAYIOUMM 06pa3oM:

Li* > Na* > K* > Rb* > Cs".

Ecau npuHSATh NPOHHLIAEMOCTD Kallaja A Na* 3a eJuHHNy, TO JJIs
JIMTHS, HATPUSA, Kajust, pyGHIus U 1esksi oHa Gy/ieT paBHa COOTBETCTBEHIIO
1,1; 1,0; 0,083; 0,025; 0,016.

Hamnible, nosydeHiible Npu aHaau3e npouunaeMocTH Na-Kkalalos B re-
pexBaTax PaHBbe HepBHBIX BOJIOKOH, nocayxuin B. Xuane (B. Hille)
OCHOBaHUeM JUIST CO3ZaHMA MOZJE/H CTPYKTYPHI Kailalla, COTJIacHO KOTOpOii
BX0JA B Na-KaHaJI HMeeT IIPAMOYTOJIbIYIO DOpPMY; Pa3Mep NOPbI COCTABJIAET
npumepo 0,3 — 0,5 M (puc. 3.33, 3.34). 310 MUHHMaIbIIBIA pasMep
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CEJIEKTHBHOTO (DUJIBTPA, KOTOPbIit HEO6XOUM IJIsl TOTO, YTOObI Opraruye-
CKHMe KaTHOIIbl, 06pa3yioliie BOAOPOAHbIe CBsI3H C aTOMaMH KHCJIOPO/a,
Moru npoiTu Yepes Na-kaHal. DUAbTp OKpysKel BOCEMbIO aTOMaMH KHC-
nopozna. B 1emM 1axoxutcst Hon Na ¢ MosieKy /1ol Boztbl. CBsi3alnHasi ¢ HOHOM
MOJIEKYJIa BOAbI 06pa3yeT BOJOPO/IIIbIE CBA3H ¢ aTOMaMHu Kucopona. [Ipu
HCCJIeXOBaHUH NpoiHnaeMocTH Na-kaianoB B. XuJijie o6Hapy>XuJ1 Takyio
nocjaexosareabHoctb: Na* > Li* > T1* > K-,

P uc. 3.33. Tunoternyeckass CTpyKTypa celeKTHBHBIX purbrpor Na- n K-kananos
¢ nponukaomumMu uoHamu. B Na-kanaae naxoamtes monekyna H,O; 1 m 1' (Na-ka-
Ha/l) — OTPHHATC/ABHO 3apsXeHHas rpynnma —COO™. Bce octanbHbie KpyXkuH ¢ mund-

paMH — aToMbl kucJopoda; @ — Na-kaHan; 6 — K-kanan

YKuakasa aumUgHas
Caapyxu

CesicKTHBHBIH
uabTp

HapyxHnbrit
MOBCPXHOCTHBI
3apsig

Kugpkasa munugHas memGpaHa
Puc. 3.34. Cxema crpoeHns vonHoro (HaTpHEBOro) KaHana
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Cootnomenue Py / Py, coctasmsier 1,/12. B Na-kanase uMeeTcst Kap-
6oxcHIbHaAsA KMcIoTHas rpynma. O11a co3/1aeT CHIbHOE 3/IEKTPHYECKOE I10JIE
H 00eCIIeYHBAET CEJIEKTHBHOCTD TPAIICIIOPTHPYEMbIX HOIIOB.

Baxi1y1o posib B MAEIITHhNKAIINY HOIHBIX KAHAIOB M Pa3ie/iellid HOH-
HBIX TOKOB, IIPOXOAAUINX Yepe3 Bce THIbl HOHIIBIX KallaJIoB, MIPAIOT Bellle-
CTB2, H36UPaTeJIblO IOAABJSTIONIHE HONILYIO ponuiaeMocTb. Cpeau 610Ka-
TOPOB 0co60€e MeCTO NIPHIAJIEXKHT TeTPOJOTOKCHHY M cakcuTokcuuy. Iep-
Bbill COfepXKHTCA B AHUHHKAX, IIeYelH U Koxe pbi6 ceMelictsa Tetrodotidae
(urno6pioxue) u, AeHCTBYS Ha HapyK1Oe YCTbe Kanana, nogasaser [1]] B
HepBax M Mbilnax. Bropoil npucyTCTBYeT B OpranusMe 11eKOTOPbIX KIYTH-
KOBBIX M HITHOGHPYeT HaTPHEBYIO IIPOBOJUMOCTD B TeX e KOHIEHNTPaLUIX,
uyro u TTX.

B MeUUHIICKOIli IIPaKTHKe MIOTHE TO/Ibl IIPUMEHSIIOTCS MECTHbIE allec-
TEeTHUKH, KOTOpble, 6I0KUPYst Na-KallasIb, NpersITCTBYIoT Bo3tmkHoBenuo I1]].
Bonp1nCTBO U3 HUX AB/SIOTCS TPETHYIBIMU aMHUHAMHU M MOTYT HaXOJHTh-
cs B ABYX (opMax — 3apsbKeHNoit u neirpaabnoii. Muorouncemnusle
HCCJIeAOBaHUA NIOKA3a/IH, YTO MeCTIIbie aHeCTETHKH B 3aps>KeHHOl (opme
60kupYIOT Na-Kalajb!, JHIb Pa3Mel[asiCh BHYTPH KJIETKH U IIPOHHKas BO
BHyTpeHilee ycTbe Na-KaHasla. TaM OHM CBS3BIBAIOTCS C PELENITOPOM, PACIIO-
JIOXKEHIIBIM MEXIY BOPOTaMH M CENeKTUBHBIM (MUILTPOM KaHagda. TakuM
o6pa3cM, s B3aUMOJAEHCTBUA MOJIEKYJIBbl 3aPSIKEIIIOr0 aHeCTETHKA C
Na-kaiianioM Heo6x0AHMO, 4TOGbI Kanaa 611 OTKpbIT (akTHBMpOBall). B
HeHTpasbHoil popMe MECTIIble alleCTETHKH, PAaCTBOPSASICH B JIMIIUAAX MEMG-
paribl, MOTYT B3aHMOZEHCTBOBATD C TEM K€ PELIENITOPOM BHE BHYTPEHIIETO
yCTbst Kanaia. B ganioM ciydae olm cBsi3alibl KaK C OTKPBITHIMH, TaK H C
3aKpbITEIMU Na-KanaJaMu.

CyiiecTByIOT TaK>Ke arelThbl, JUKBHAMPYIOIIME HIIaKTHBAIMIO Na-kaira-
Jg0B. K HUM OTHOCATCS BepanaMHuJj, akOHMTHI, 6aTpaxoToKcui. Bce onu
Junupopactsopumbl. IIpH ux AelicTBHH OTKDBITOE COCTOSIIINE IJIMTCS
B 50 pa3 AoJbllie, YeM B HOPMAJIbIIBIX YCIOBUAX.

3.2.5.2. [loTennnai3aBUCUMBIH KajueBN U KaHaJ

IloTenmansaBucuMble KaeBble Kallaibl HIPAIOT BAXKHYIO POJIb B 3JIEKT-
PHYECKOH aKTHBHOCTH MHOTHX KJIETOK. AKTHBALIUA 3THX KalaJoB CI0co6-
CTByerT: penoysipu3aliui MeMOpaiibl Bo BpeMs I1]]; pasBUTHIO TUIe priOJIsSIpH-
3a1uH MeMOpaHbl, YTO HrpaeT 6OJIbLIYIO POJIb B (POPMHPOBAIIUH PHTMHYE-
CKOlf aKTHBIIOCTH pAJa BO30YAUMBIX KjeToK. CylllecTByeT HeCKOJIbKO pas-
HOBH/IHOCTel 1MoTeHHaA3aBUCHMBIX K-KalaioB, pas/mM4yaloiHxcs 1o CIo-
CO61OCTH MHAKTHBHPOBAThCSA (KMIETHKA aKTHBAIMH H MHAKTHBALIHK) M pe-
aKuHeii 1a geiicteie ¢papMaKoJOrHyecKHx areliToB. B riMajibplbiX KJIE€TKax
0GHapy>KeHb! NOTelHMaI3aBHCHMble K-Kailasibl, KOTOpble peryJMpyIoTcs Kak
MeMGpaHHbIM ITOTEHIMAJIOM, TaK U HelipoMeuaTopaMu H ropMonamu. B neit-
POHAX CHMIIATHYECKUX rairayeB aMmbubuii o6Hapyskensl K-kanan!, neaktn-
BUPYIOUIHECS IIPH BO3/IHCTBHM 112 HeHPOH alleTH/IXOJINHA, BBI3bIBAIOLIETO
AKTHBAI(HIO MY CKapHIIOBBIX XOJAHHOPEUENTOPOB. 3Ta aKTHBALMSA IPUBOIUT
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K HOSIBJIEIIMIO BHYTPH KJIETKH BTOPHYHOTO IIOCPEIHHKA H NIOAABJIEHUIO bYII-
KIUH KaJIMEBBIX KalaJoB.

Hariibie 0 cBOHCTBAX KaJHEBBIX KAlAIOB IIOJY4ellbl NPEeUMYHIECTBEHIIO
B pesyJibTaTe HCCJEH0BaHHil, IPOBEAEHHbIX Ha TUTAHTCKOM aKcolle KaJbMa-
pa, a TaKXXe Ha IlepexBaTaX PaliBbe MHEJIHHU3UPOBAHHbBIX HEPBHBIX BOJIO-
KOH JISITYWIKH. B nepBOM cJjiyyae GbLI0 BbIABJIEHO, YTO BO BpeMst AENOJSIPH-
3allMH IPOUCXOLUT OTHOCHTEJIBIIO GBICTPBIH, HO KPaTKOBPEMEHHBIH POCT
HaTpHeBO# NPOBOAUMOCTH M 6osnee MenJielHbli, CTOHKHMI — KaJHeBOI.
HaTpueBbie 1 KasmeBbie KalaJjibi BO3GYIUMBIX MeMOPaH IIPOCTPAHCTBEHHO
pasobuenbl. B kayecTBe JOKa3aTe/IbCTBA 3TOTO OOGBIYHO PHBOASIT AAHHBIE
0 BO3MOXKIOCTH H30IMPOBAIIOTO NOAABJIeHUS Kak HaTPHEBOi, Tak U KaJu-
eBoii npoBoAuMocT! MeMGpannt npu Aeiicteuu TTX, CTX u 6aokaropa
K-kanama — TOA. K. ApMcrponr paccmarpusan K-kahan kak mopy, akTu-
BaLMOHHBIE «BOPOTa» KOTOPOIl PacIosoKelbl Ha LUTOILIa3MaTHYeCKoH cTo-
polie KaHasna. BHyTpelinee ycThe Kallajla paciiupelio ¥ OTKPHITO AJIs MOJi-
HOCTBHIO THAPATUPOBAHHBIX HOHOB Kanus, a Takxke TOA. 3a pacumpeHHbIM
yCTbeM cliefyeT u3bupatespHas y3Kkas 4yacTb KaHana. IIpu usyyenuu uabu-
paTeJbHOCTH KaJIHEBBIX KaliaJOB B llepexBaTax PaHBbe MHEJHIIM3HPOBaH-
HBIX HEPBHBIX BOJIOKOH Z[JI1 HEGOJIBIIHX KaTHOHOB B. Xunse o6HapyKu
TaKyio OCAEIOBATENbHOCTD:

Pyt Pg i Pgp: Py, =2,3:1,0: 0,92 :0,13.

[IpoBoAUMOCTb KanueBbiX KaHauoB (Kak 1 HATpHEBBIX) GJIOKHDYETCst
TIPU CHUKEHHU 3KCTPaKJeTouHoro pH BcjencTBre NPOTOHUPOBAIIMSI KUC-
JIOTHOH T'pyTHIBI, HaxoAsIelics B KanaJse. /[naMerp yskoit yacTu KaJneBoro
KaHana cocrasJjsieT 0,3 uM. Ona npoHHLIaeMa AJisi HOHOB C KPHCTaJLINYe-
ckuM guameTpoM ot 0,26 (K*) mo 0,296 um (Rb*, NHJ). Uepe3 uee ne
MOIyT NpoiTu kak 66abmue (Cs* — 0,33 nm, TOA* — 0,8 uM), Tak u
menbiue (Na* — 0,19 1M, Li* — 0,14 M) uounl. Vo, mpoxoasuguii yepes
Nopy, AO/KEH NOTepsATh THAPATIIYIO 060JI0YKY, YTO BaXXHO TOJNBKO A/
B3aUMOZEHCTBHsI AETUAPATUPOBAHHOTO HOHA ¢ 3apAAaMu nopbl. Vion nua-
MeTpoM G6onee 0,33 HM He MOXKeT BOiTH B mopy, a Menee 0,26 uM e
IIPOHHKAeT B Iiee, TIOCKOJIbKY He B3aUMOJeHCTBYeT ¢ aTOMaMH KHCJIOPOAA,
JIOKaJIH30BaHHBIMH B ee cTeHke. HanpuMep, HOH KaJIHsl CBSI3bIBAETCS CO
BCEMH IISITBIO ATOMaMH KHCJIOPOAQ, OKPY KAIOUIMMH IIPOCBET NOPbI, 2 HOHBI
HaTpus — JHMIUb ¢ AByMsi. TpH Apyrux aToMa KHMCJAOPOJ2 HE MOTYT IpH-
6/M3UTHCS K HOHY HAaTpHA U3-32 PUTHAHOCTH CTEHKU HOPbI, O3TOMY BXOX B
Hee HOHOB HATPUs MaJIOBEPOSATEH.

3.2.5.3. Morenuuan3aBucuMbiii KaabIMEBbIH KaHaj

CeleKTHBHOE IOCTYIIJICHHE HOHOB KaJbIIMA B KJIETKY IPOHCXOAHUT Ye-
P€3 NOTCHIIHaJI3aBUCHMbIE U JIMTAlI/I03aBUCHMbIE KaJIblIHE€BbIE€ KaHaJIbl. Ha
OCHOBallHH aneKTpo(bnanonornqecxnx HAHIIBIX H (bapmaxonomqecxnx
HCC/IeNOBaHit Bbi/ie/ieHbl HECKOJIbKO THMIIOB IIOTelHa3aBHCHMbIX Ca-KaHa-
JIOB, Pa3/IHYAIONAXCA ITOPOTrOBbIM YPOBHEM AKTHBALIHH, BPEMECIIEM XXHU3IH B
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OTKDPBITOM COCTOSIIAH, CKOPOCTBIO MHAKTHBALMM, BEJIMYMHOM 3/IeMeHTapHOM
IPOBOAUMOCTH U (papMaKoJOrHYeCKMMH CBoicTBaMu. [ToTenmuansaBucu-
Mble KaJIbLIHeBble KaHaIbl IPUCYTCTBYIOT B ILIA3MaTHUECKOH MeM6OpaHe Mmpak-
THYECKH BCEX KJETOK, OGJAafalOUlHX 3JEKTPHYECKOH BO3GYAMMOCTBIO
(puc. 3.35). Bropoii THI KaJbLHEBbIX KAHAJIOB CBSI3aH C MeMOPaHIbIMH
pellenTopaMi, B3aUMOEHCTBYIOIMMU B OCHOBHOM C HEHPOMEAHATOPaMH H
rOpMOHaMH. JTOT KJIacc H3ydell 3SHAYHTEJIbHO MEHbIIe.

Buyrpukanaabnoe mecto

CBA3bIBAHUA

pKe, = 2,0
Hapyxnoe mecto pK,, = 0,5

ceasbiBanna pK , = 6,6

Puc. 3.35. Cxemarnucckoe u3o6paxkeHHEe y4YacTKOB CBA3BIBAHHA B KaJTbI[HCBOM
KaHase

BuyTtpennuii yyacrok
¢ochopunuposBannsa

PaccMoTpuM ocHoBHbIE TUIbI Ca-KaHaJIoB.

JuruaponupuauHayscTBuTenbibie Ca-xananv L-muna (IKK). dtot
T Ca-KanaJjios XOpoIIo u3ydeH U UAeHTH(HIHPOBAl BO MHOTHX K/ETKax:
ueiiponax [THC u HHC, xneTkax cepeyHol MbIlbl, FAaJKHX MBI H
HelipoHax MoJumiockoB. KK urpaiotr BaskHyIO pojib B COKPaTHTENbHOMH
aKTMBHOCTH KJIETOK CKEJIETHBIX MBIIII, aKTHBUPYIOTCS IIPH BBICOKHX 3Haye-
HusAX MeMGpanHoro norennana (6onee —10 MB), xapakTepuayIoTCs BbICO-
kol nposoauMocTbio (25 NCM) ¥ MeAJIEHHON KMHETHKON HHAKTHBALMH.
JKK 610KHpYIOTCS KAJIbIMEBBIMU AHTATOHHCTAMH TPEX Pa3/IMYIIbIX IPYTOI:
BepanaMmuiIoM, HudeuImHOM, a Takke D-yuc-marrnaseMoM.

Ca-xananvt T-muna (KKT) xapaktepu3yloTcs npu c/1a6oii Aenosstpu-
3aLMH GHICTPOl KHHETNKON HHAKTHBALMHM, OTHOCUTENBHOH HEYYBCTBHTEIb-
HOCTHIO K JUTHAPONMPHAHHAM M HU3KOM npoBoauMocThio it Ba2t, KKT
BbI/Ie/IEHbl BO MHOTUX BO36y IMMbIX M 11€BO36YAMMbIX KeTkax (Ppu6pobra-
crbl, B-muMdouutsi). Cxoncrso KKT u IKK 3ak/ioyaercsi B TOM, 4YTO Ol
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NPOHHUIIAeMbl JJIs1 HIOHOB HATPHUA B cpeze, He copeprkallieil AByXBasIeHTIbIX
KaTHOHOB, ¥ GJIOKUDPYIOTCSE MUKPOMOJISIDHBIMH KOHLIENTPAIMAMU HOHOB Ca
noreHuuan3aBucuMbiM 06pa3oM. KKT obecrieunBaloT neficMekkepHyIio ak-
THBHOCTb U BX0Z HOHOB Ca IIpH OTpHLIaTeJblIbIX MEMOPaHIIbIX NTOTEIlIHA-
J1aX, 6IOKMPYIOTCA TeTpaMeTpHIOM, aMHJIOPUAIOM M OKTalIOJIOM.

Ca-xananv N-muna (KKH). {ns KKH xapakTepubl akTHBals IDH
BBICOKMX noTennuanax (Gonee —20 MB), oTHOCHTENLHO GBICTPas HIIAKTHBA-
s, nposogumoctb (13 nCM), YyBCTBUTENBIOCTD K KOHOTOKCHITY H YCTOM-
4yuBOCTh K quruaponupuauiiaM. KKH o61apyskeHbl B cHlIallTocOMax MO3ra,
a Tak’ke B HelipoHax Kopbl MO3ra Kpbic. KaHasbl o4elb YyBCTBHTEIbHbI K
6JI0KHpYIOILEMY AeHCTBHIO HONOB La 1 no celeKTHBHBIM CBOHCTBaM 6JH3-
ki k JIKK. KKH akTuBHpYIOTCA, KaK IpaBUJIO, IPH BHICBOGOKACHHH Me-
JHATOPOB.

Ca-xananvi P-muna (KKII), Bnepssle o6Hapyelibie B kaeTkax ITyp-
KHHbe MO3euKa, 1aiinensl B Hefiponax ITHC u [THC. Onu aktuBHpYIOTCS
NpH IToTeNIHatax 6osee yeM —50 MB, UMeIOT odellb MeAJIEHHYIO KHIIETHKY
MHAKTHBALNH, HEYYBCTBUTEIbHbI K JUIHAPOIUPUIHIIAM U KOHOTOKCHILY.

Ca-xanars R- u Q-muna (KKRQ). B nocaenuee BpeMs uaentudumu-
POBaHbI B2 HOBbIX THNA Ca-KaHaJoB, aKTHBHPYIOIHMXCSI IIPH BICOKMX MeM-
6pannpix notenimanax. KKRQ naiigens: B rpany/isipipix KJeTkax Mo3-
’Keuka, HefipoHax runokammna u kopst Mo3ra. KKRQ o6aazalor npoBoaumMo-
c1pi0 B 15 n1CM u BBICOKOH 4YBCTBHUTEIBHOCTBIO K OJIOKMpYIOUIEMY Aaeii-
CTBHIO HOHOB Ni M KOHOTOKCHHA.

C. Xarusapa (S. Hagiwara) u K. Takaxammu (K. Takahashi) npeano-
JIOXKIITH, YTO BAXKHBIM IIPOMEXXYTOMIIBIM TANIOM B MEXalH3Me IIPOHUKHOBe-
HHUsI HOHOB KaJIbLHsI Yepe3 MeMOpaIly sABJISETCA UX CBA3BIBAHUE C ONpeie-
JielHOl CTPYKTYypoH Ka/blueBoro Kanaja. [lepexox HOlOB KaJbuus U3 Ha-
PYKIIOTO PAacTBOPa BHYTPb KJIETKH CXEMAaTH4Y€CKH BBITJISLAHT CJAEAYIOUMM
o0pasoM:

X+ CaZ — X Ca—o X+ Ca%,

Hap BH '
rge X — MecTo cBsA3biBanusA Kampuus; Caly, u Caly — MOHBI Ka/blus,
HaXO/SIIMeCS] COOTBETCTBEHHO CHADY KM H BIIYTpH KJjleTkH. COTJIacHO Ipes-
CTaBJIEHHOH CXeMe HMOHBI KaJIbL[Hsi MOTYT IIPOXOJMTb Yepe3 KaJIbI{HeBble
KaHaJ/Ibl TOJbKO BHYTPD KJETKH.

IToBsliieHHe cofepKaHusA Kabliisi B HADY>KHOM PacTBOpE BbI3bIBaeT
yBeJiHYeHHe KaJbIIHEBOTO TOKA TOJIBKO B OIPe/ieJIEHHbIX Npeaesiax. Yepes
KaJbLHEBbIE KaHAJbl OCTATOYHO JIETKO NPOXoAAT uonnl Sru Ba. Tokw,
HEpEHOCUMble HOHAaMH 6apHsl, HepeKO NPEBbIAIOT KaJIbiueBble TOKH. Honbl
6apus1 06/1a1210T TAKIKE CIIOCOOHOCTHIO NOAABJISITb KATHEBble TOKH, II03TO-
My B npucyTcTBHH Ba? GoJiee YeTKO BbLAEJLIIOTCSA TOKH, HAYIIHE IO KaJb-
IIMeBbIM KaHasaM. [IJis kaJbIHeBbIX KallaJIOB NUIa3MaTHYeCKOH MeMOpaHbl
THTAlITCKUX MbIIIEYHbIX BOJIOKOHI MOPCKOTO JKeJYy/Zsl XapaKTepHo cJeAylo-
I[ee COOTHOIUEHHE TOKOB IIPH SKBHMOJISPHbIX KOHLEHTPAUHsIX HOHOB B
Hapy>KlIOM PacTBOpE:

ICa : Isr : IBa = 1,00 . 1,05 . 1,30
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Miiorue AByXBaJelITHble HOHbI IOJAABJAIOT TOKH, TEKYLINE 1O Kalblue-
BbIM kaHanaM. OCHOBY Takoro JeHCTBHS COCTaBJIsseT KOHKYDEHTIIOE CBS-
3bIBalife KaJbLMEBbIM KaHaaoM 6JI0KUpyIomux HoHoB. C HollaMu KasbUus
KOHKYPHPYIOT Holbl JanTania. Ilo namiiM C. Xarusaps! 1 K. Takaxamm, no
CNIOCOGHOCTH CBSA3bIBATBCH C KAJbLMEBbIMI KaHaJIaMU MeMOpall MbILIEYHbIX
BOJIOKOH MODCKOTO JKeJTyZisi KATHOHB! PAaCHOJIaralorcs ClelyloluM obpa-
30M:

La%*> Zn¥, Co?, Fe* > Mn?* > Ni* > Ca% > Mg?¥.

Houst Ni, Cd, Co 1 Mn mipoko HCII0Jb3yIOTCS B KauecTBe GJIOKATO-
poB Ca-kananoB. [Ipu usydertnu cBOHCTB Ka/IbIUEBbIX KAHAJIOB HEHPOHOB
mosmockoB I1. I'. Kocriok 1 O. A. Kppimtans o61apy»xuin, 4To B Gec-
KaJIbIIUEBOM PACTBOPE, COAEPIKAIEM KallbIIHEBBIE X€JIATOPBl ITHIENTIH-
KOJIbTETPAALeTaT WIH 3THICHAUAMUHTETPAALETAT, IPOUCXOUT MO HKa-
1Ust KabnueBblx kauanios. [locnemine, coxpausist CBOIO MOTENIHAI3aBUCH-
MocTh 1A HonoB Ca, 1pHoGPETAIOT CIOCOGHOCTD NPONMYCKaTh HOHBE Na.
OGnapysxenmnbiii (elioMeH o6BbACHAETCS YCTPAHEHHEM CEJIEKTHBHOTO (DUJTb-
TPa KaAbIUEBHIX KAHAIOB, 6JIaroAaps YeMy B HUX MOTYT IPOHUKATD UOMBI
HaTpUA. AHaJIOTHYHbIie Pe3yJIbTATh! ObLIM NOJIyYelibl Ha ApYruX Bo36y -
MbIX KJIETKaX — KapAUOMHOLUTAX CEPANA JIATYIIKH.

VHakTHBauys KaJbIMeBbIX KallaJoB NpeACcTaBsAeT coboii 6oee cIOX-
HbIH TIpoltecc, YeM B cJIy4ae HaTPHEBbIX Kauanos. Hapany ¢ noTeHumansa-
BHCHMOI HHAKTHBalMel B HEKOTOPBIX KJIeTKaX OTMEYAETCS HIAKTUBAIINS,
3aBHCAIIAA OT CHJIbI BXOAIIETO B KJIETKY KaJIbIIHEBOTO TOKA, YTO PaccMar-
pHBaeTcsA KaK pe3yJIbTaT MOBbIIEHUS BIYTPUKIETOYIIOTO YPOBHS HOHH3H-
POBaHHOTO KAJIBI{HA.

3.2.6. CHHTE3 HOHHBIX KAHAJIOB

Cunre3 MeMOpalliibiX 6eJIKOB, B YACTHOCTH HOHIIBIX KaHAJOB, a TaKxkKe
CEKpeTHPYeMBIX KJIETKO# 6eJIKOB IPOMCXOMUT B SHAOILIa3MaTHIECKOM pe-
THKyJIyMe. CHHTe3upoBaliHbie GeJIKH NPOHMKAIOT B IMCTEPHBI SHAOILIa3Ma-
THYECKOTO PETHKYJIyMa, a 3aTeM, TIOCTYIIHB B NOJIOCTb KOMILITekca ['o/b/ky,
MOABEPraloTCs KOBAJIENTHBIM MOAUGMUKAUUAM, B Pe3yIbTaTe KOTOPbIX NpH-
o6peTaioT koHeyityio opMy. V3BecTio, 4To 011104 U3 rmaBHBIX (yHKIMit
TIOCJIEIHETO ABJAETCS COPTUPOBKA GeikoB. CHHTE3 HOHHBIX KaHAJIOB OCY-
IIECTBJIAETCA B KOMILTEKC ['onb/ku HefipoHa, a 3aTeM OHM TpalCNOPTHPY-
IOTCA B aKCOH, NEeHAPUTDI U HEPBHbIE OKOHYAHHUA.

Junamudeckuit XxapakTep NONMYyJISIUN HOHHBIX KaHAJNOB (OpPMHDYeET
H3MeHeHUs BO36yMMOCTH, IPOUCXO/ISIIIE B IEPHOI 3MOPHOHAJBIOIO pa3-
BUTHUS WJIH NOCJIe JeHepBanuy HepBa. [/ ckeJeTHbIX MbILIEYHBIX BOJIO-
KOH TIO3BOIIOYHBIX XaPAKTEPHO HATHYHE XOJIHHOPELENTOPOB (HOHHDBIX Ka-
HAJIOB, YIIPABJ/IAEMbIX AETUIXOJHHOM) TOJbKO B OGJIACTH CHIANCOB (KO-
1eBbIX WIacTHHOK). [locJie lenepBauu CKOPOCTb CHHTE32 XOJIHHOPELENTO-
POB YBEJMYMBAETCA U OIM PACTIPOCTPAIISIOTCS 110 BCel TOBEPXHOCTH Mbl-

i



ILIEYIIOr0 BOJIOKHA, @ He TOJBKO B 06J1aCTH KOHIEBOH MJIACTHIIKH, KakK 10
JeHepBalliy. B OTKPBITOM COCTOSIHMM 3TH KaHaJIbl MIMEIOT MEHBIITYIO IPOBO-
IUMOCTD U GoJiblliee BpeMs XKHU3IH, 4yeM B HopMe. KpoMe T0T0, B LI1a3MaTu-
1ecKoii MeMOpalie OSIBJIAIOTCS HaTpUeBble kaHau, kotopeie B 1 000 pas
Metiee yyBcTBUTENbIH K TTX, yeM HopMasbiibie. BOopoTHbIE nponecch B
HUX TPOTEKAIOT 311a4NTeNbII0 Meiteriiiee (I006IBIMU CBORCTBAMH 06J1azia-
10T XOJIMHOPEIENTOPb! U HATPHEBbie Kalajibl KyJIbTypbl lIeHHHEPBHPOBAH-
IIBIX 3MGpUONAbIBIX Mbiin ). [ocsie pennHepBaMy XOMHHOPENENTOPSI,
pacrnoJioXelliibie BHe CHHANCOB, HCYE3aI0T, KaK U HaTpUeBbie KaHa/bl, MaJIO-
qyyBcTBUTEbIbIE K TTX.

3.2.7. SHEPTOOBECHEYEHHE HNPOBEJAEHHA BO3BY)XXIEHUA

B nacrosiiee BpeMa ycTaHoBJeHO, uTo renepanus 11/ u ero nposene-
HHUe TI0 HEPBHBIM BOJIOKIaM (Kak U APYrHM CTELHaTN3HPOBAHHBIM BO36Y-
AMMBIM KJIETKaM) He Tpe6yIoT HENOCPeACTBENHOro pacxo/a anepruu ATD.
MexanusMHl pacnipocTpaneius Bo30yKeH!Us OTHOCHTENbHO HE3ABUCHMBI
OT MeTaGo/IN3Ma, KOTOPBI IJIaBHbIM 06pa3oM 06ecTieYHBaET MPOUECCHl BOC-
CTAHOBJIEHVS U TIO/IeP KAl TOTOBHOCTH K Bo3Gyxaenuio. Heps, naxons-
IHIICSA B COCTOAINH NOKOsA, MOTPeOIIAeT OKOJIO NOJIOBHIIBI 3HEPIUH OT TOi,
KOTOpYIO OH HCIOJIb3yeT npu MakcuMaubHoM PB. IlepBbie cBezienns 0 TOM,
4TO paboTa BO36yAuMbiX 00pa30Baliuii CBA3alia C 3aTpaTaMU JHEDPTHH, TO-
Jydetinl ente B navase XX B. Tak, B 1913 r. 65110 yCTaHOBJIEHO, YTO NIPH
IpOBeJIEHHH HePBOM BO30Y K€HUA BhLIENAIOTCS YIJIEKUCIBIA Ta3 M aMMU-
ak. B 1920-x rr. P. B. [Ixxepapa (R. W. Gerard) u apyrue ucciegoBatenu
cobpaJii cBelelst 0 MeTaG0IU3Me MaKpO3PTUYeCKux ¢occaToB B HEPBHBIX
npoBofHukax. Tak, npu AIUTebHON PUTMUUECKON CTUMYISIUU YPOBEHD
AT® u kpeatunipocdara B HepBe JATYIIKY CHUXKAETCS IPUMEPHO B JBa
pasa. Bolo o61apyskeno Takxke usMelienye COOTHOIEHUS pasHbIX MaKpo-
sprudeckux ocharoB U NOTyHEHBI JOKA3ATENbCTBA CBA3U 3TUX U3MeHe-
Hud ¢ XapakTepOM H O6bEMOM BHIMIOJIIAEMOll 1lepBOM paGoThl (yacTora,
NPOAODKHTEbHOCTD PB u T. 11.).

Wckmountenpiio 6oJbinoe 3naYeHHe B UCCHAEJOBAIMH MeTa00Iu3Ma
BO36yMMBbIX 06pa3zoBanmit uMeioT ny6iukanuu A. Xuwia (A. Hill) u ero
y4elIHKOB, NIOCBSIEHIIble H3MEPEHUIO TeTJIONPOAYKIIUH HEPBA. Y CTaHOBJIe-
110, YTO NpHU BO3OYXKJIEHHH Olla IIPOXOAUT ABe CTaauH. Tak Ha3nBaeMoe
Ha4aJblioe TEIJIO BHIJENAETCSA BO BpeMs NPOBeJEHNUS BO3OYXAEHHUS WIH
cpasy noce I1]I, yro cocraBiser Bcero 1,30 yactb o61Iell TeIIONPOAYK-
muu. IIpu Boccranosiaenun MII nocye PB tennora, noctenenHo yMeHblia-
ACh, BbLEJIAETCS IPUMEPHO elle Yac.

Havambnoe Tenyioo6pa3oBanue u3yyeno NoApoGHee, YEM TEI000pa3o-
BaHHe BOCCTanoOBJeHus. Tak, Ha HepBe kpaba AOKa3aHO, 4YTO U3MeHeHHe
Ha4yaJbHOTO Tell1a IPOUCXOMHUT B /iBe (ha3bi:

— TOBBILIEIINe TeMIepaTypsl HepBa Ha 1075 °C;

— TIONWXKeHHe TeMneparypbl Ha 8 - 1076 °C.

Taxum o6pasoM, 3a OoQWH HUMIYJbC TeMIlepaTypa MOBBIIIAETCA Ha
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21076 °C. Ha MHe/IMHOBBIX HEpBaX ABYX(a3HOCTD BhIAEIEHHs TEILTA Ha-
6m0aaTh He yAaeTcs, a Ha BeTreTaTHBHBIX 5TO BO3MOXHO JIUIIb TIPH yCJI0-
BHH OXJIaX/IeHUA 1€PBIIOTO BOJIOKHA.

Bosee uetkue faiiibie 0 noTpe6eHHH 31HEPrUM HEPBOM B COCTOSHHUK
nokos 6biu nostyyenst M. Bepesutioii B 1932 r. Heps xpa6a B nokoe npu
Temneparype 20 “C B npucytcTsuu O, BICBOGOXK/IAET 31IEPTHIO, PABHYIO
972 I /T - c. Ilpu Bo36yxk/1eHUH, BbI3BAHIIOM HENPEPHIBIbIM Pa3APAKeHH-
€M TOTO K€ liepBa ¢ MaKCHMAaJIbIIoiH 4acTOTOM, KOJHYECTBO BBIIEASEMOro
TEIJIa BO3PacTaeT B ABa pasa. JTH AallHbie JOJTO Iie NOoJyYasiu o6bacHe-
HHS, H JIMIUIb CPABHUTENbHO HEAABHO OBLIO YCTALIOBJENO, YTO B HEpBaX
kpaba ot 50 10 90 % sneprun MeraboiM3Ma UCTIONB3yeTcs Ha paboTy Na-
Hacoca, «OTKayMBaIOLIEero» U3 kierku uorinl Na. Bnocnencrsun K. M. Kon-
e (C. M. Connelly) yaanoch fokasaTh, 4To B Iokoe HepB NOIJIONIAET
KHCJIOPOJ, 4TO TaKKe CBU/leTe/IbCTBYET 06 aKTUBHBIX METAGOTHYECKHX TIPO-
neccax, IPOUCXO/AIMX B 11eM B 3TOM cocToanuu (puc. 3.36).

Iotpe6Gaenne kucJopona, Tensonpoayxuus,
MKMOJIb /T4 Ax /14
1,6
har 4 0,18
1,2 [ 0,16
1,0 0,14
0,12
0.8 0,10
0,6 0,08
0.4 0,06
0,04
0,2 0.02
1 1 1 | i i 1 L 1L [

0 20 40 60 80 100 120 140 160 180 200
Yacrora uMmoysbcos, it

Punc. 3.36. 3aBucuMocts moTpeGrenust xucaopona (©) u temnonpoayxuuu (e)
B CE/JAJHIIHOM HepBe JIATYUIKH OT YacToTbl PHTMHYECKOTro BO3GYXACHHS

[Ipu ananuse KaimbixX 0O 3HePreTMYeCKOMY MeTaGoJIu3My HEPBOB CTa-
HOBHUTCS SICHO, YTO CYIIECTBYeT KOPPEJIAIHUA MeX Iy U3MEHEeNHsMHU TEIJIO-
NPOAYKUKH, NIOTpe6Ielius KUCIOPOAA, COAEPXKAHHEM H THPOJIM30M MaKpO-
aproB. OKa3anoch, YTO NOBbHIIEHHE (PYHKIIMOHAIBHBIX BO3MOXKHOCTeH Hep-
BOB B 3BOJIIOIIAM NPOHCXOUT NIPH OJHOBPeMEHHOM CHUXXEHHH dHepreTH-
“e€CKHUX 3aTPar Hia BhINOMHeNHe WaeHTHYIIOH pa6oTbl. Enre B nepBbix my6-
JIMKANUAX, TOCBAINENHbIX MeTaG0IU3MY liepBa, 0TMeYasoch, YTo TIPU Nepexo-
Ae K 6osiee unTencuBioit pa6ore (nampuMep, K 6oJiee BBICOKMM PUTMaM
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BO36Y KAEHUs) pacXol KHCIOPOAa, MAKPOIPTHYECKUX (OCGHATOB U Tell-
JIOIpOAYKLUA B epecdere Ha ogun I1]] chuxkaioTcs.

CrreoBaTesIbHO, TAPAJIIENBHO € BOJIIOH 3/IEKTPHYECKHX U 3JIEKTPOXH-
MUYeCKUX 06paTHMbIX NPONECCOB, CBS3aHHBIX C H3MEHelMeM YPOBHS MOJIA-
pH3alMH TI1a3MaTHYeCKOl MeMOpatbl, pacipocTpalisieTcs BoJiia CTpyKTyp-
HO-MeTabonyeckux usmenenuit. Ha ouepenn y ucciaenoBaTesielf CTOMT
pacuindpoBKa 1a MOJEKYJIAPHOM H CyOMOJIEKYJSIDHOM YPOBHSX CBS-
31 MeTa60oI3Ma U CTPYKTYPHBIX (KOHGOPMALIHOHIbIX) H3MEHEHMUIT B MeM-
GpaHe.

BuoxuMuyeckue npoleccht, TOCTaBISIONNE BO30YIMMbIM KJIeTKaM sHep-
THIO, He OTJIMYAIOTCS OT TAKOBBIX /I XXHUBBIX KJETOK Boobuie. OCHOBHbIM
HCTOYHUKOM 3Hepruy cayxut ATD, a nepeuynoil peakimeii, o6ecneyuBato-
et paboty, ABIAETCS (hepMENTATUBHOE paclielieHye aieHo3uHTpudocda-
ta (puc. 3.37):

AT® + HyO = AlD + HyPO, + 41,8 k[Ix.

PaGounii MEXaHU3M KJIETKH

/
A~ b

K + ALD = ATO |

7 \\ Oxucsenne
N\ ~ v
Yraesoanl Mosoyuas p ’
\.4 KHC/I0TA — ?K "“;g:no"'
L - ’
— ——
T —— 6eNKoB

Puc. 3.37. Cxema MeraGosuamMa, o6ecnednBaoniero aHeprueil pabounit
MeXaHH3M KJETKH; IYHKTHPOM TOKa3aH MepeHoc 3HEepruu

Pecuntes AT® MOXKET OCYIIECTBJIATHCA aHAIPOOHBIM H a3POGHBIM IIy-
TAMH. [1pH HejocTaTke KUCIOPOAA SHEPTHIO MOXKHIO TIOJIYYUTDh U3 KpeaTHH-
docdara (y nosBomounsix) wau u3 aprunuiidocdara (y 60JblIMHCTBA
6eCrO3BOHOYHBIX), a TaKXe MyTeM OoGoraiieHus HeslepreTH3NPOBaHHbIX
docdaThbix cBsA3eil 3a cyeT sHepruu, BrICBOOOXKAa0Ielicsa B xoie ¢ep-
MEHTATUBHOTO paclieriedns yriaeBonoB. Kpeatundocdar u aprunungoc-
(at coztepaxaT MaKpPO3pruiecKyio CBA3b B FOTOBOM BHE.

OTtxpbitie x. Ckoy B 1957 r. Na, K-AT®-a3b1 cioco6CTBOBANO NO-
HMMaHHIO poJii MeraboJu3Ma B mporeccax 6Hoa/leKTporeHe3a u pacurudg-
poBKe GyluKiuM 6HOJOrHYecKHX MeM6pail. XOTS KOHKPETHBIX Pe3yJIbTATOB
NIOJTy4€HO HeOCTATOYHO, KaK Mbl yKe y6eqUJIHCh TIPH BBIACHEHHH POJIU
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HOHHBIX KaliaJioB, 11eKOTOphle (PAKThl 3aCHYKUBAIOT IPUCTANIBIOTO BHUMA-
HUA.

Oxucurensroe ¢pocopuanposaiue (0CHOBHON HCTOYHMK MaKpO3PIH-
yeckux $HocGhaToB) CBA3AHO C MUTOXOHAPHSAMH, KOTOpbiE B aKCOHaX OCy-
mecTBAAIOT cuHTe3 AT u peryMpyIoT HOHHbIH cOoCTaB akconjasMbl. Kon-
TPOJIb 32 cofepakanueM AT® B akcone nmpoBoaut U Na, K-AT®-a3a. HUaBe-
CTHO, YTO aKkTUBaUMs Na, K-AT®D-a3n yBesuuuBaeT cojiepKatne B KJIeTke
AII® u @y, YTO B CBOIO OYEpeAb CTHMYJHDPYET OKHCJHTEJbHOE
dochopunrpoBanne U moryomeHHe Kucjaopoia. [leTaipHO MeXaHU3M
B3aHMOCBSI3U PaboThl MuTOXONApHil 1 ATM-a3bl OKa 11e U3yYeH, HO U3BE-
CTHO, YTO MHTOXOHADHH CKAILIUBAIOTCS B MECTAX C BbICOKOH aKTUBHOCTHIO
AT®-a3s (nanpuMep, B o6acTy nepexBata PanBbe BO BpeMs BO36Yy X /ie-
HUSL).

YcTaHOBJIEHO, YTO TIPH PUTMUYECKOM BO36Y)KIeHHH XapaKTep 3JeKT-
POHHO-TPAHCTIOPTHBIX IponieccoB MeHseTcs. B ombirax B. Yanca (B. Chance)
DETHCTPMPOBANIMCh U3MEHeHHs (DJyopecieHIMH BOCCTaHOBJIEHHOIO
HA/I-H, B 3aBucHMOCTH OT XapaKTepa (pyHKIHOHUpOBalus HepBa. ObHa-
PY’KeHO, uTo B Hauaje PB yposenb diryopeciieHUMHE CHUXKAETCA, a 110 OKOH-
Yauud — BO3BpAlllaeTcA K UCXOAHOMY 3HadeHuio. B cBsA3m ¢ yuacTueM
MHTOXOHJPHH B 3Heproobecneyenur PB BHUMaHUs 3aCIyKMBAIOT HCCAENO0-
BaHHs KOPpeJAIUH MeXX 1y U3MeHenusMu curnaia JIIP u PB nepba.

Caenyet oTMeTHTh, YT0 06 3HEpreTHYecKoM obecTiedeHHH KJIETOUHbIX
IIPOLECCOB U3BECTHO JOBOJIbHO MHOTO. 3HAYUTENbHO MeHblile CBeleHHH O
CTPYKTYPHBIX NlepeCTPOiiKax B MeMOpaHaX B pe3yJIbTaTe HX pasHOHAIpaB-
JIEHHOTO (PYHKIIMOHMPOBAHHSI; B YACTHOCTH, TIPECTaBJIeHHs O KoHpopMaiu-
OMIIBIX M3MEHEHHAX B HOHHBIX KaHaJaX NOKa OCTAIOTCS TMIIOTETHYECKUMH.
IToaromy npencrasnsior untepec Aanubte II. I'. Kocrioka u Apyrux yde-
HBIX O KAJIBIIMEBBIX KaHanaxX. Y CTAaHOBJIEHO, YTO HAapAAY ¢ OGBIMHBIMH TIO-
TeHMan3aBUCUMbIME Ca-KaHajlaMU CYIIECTByeT [pyras X pa3HOBHA-
HOCTb ~— KaHaJIbl, HENOCPEICTBEHHO CBsI3aHHbIe C MeTabom3MoM. B nocre-
JTHHeE TO/Ib O6Iapy>KeHO, YTO IMKIMYeCKHi aZieHo3uH 365-MoHodocdar oka-
3biBaeT NEPBHYHOE AelCTBUE HA BOPOTHDIH MeXaHU3M KaJbIMEBOTO KaHala
B MeMOpaHe cep/ledHO MbIIIIbI 32 c4eT HOocOPHIMPOBAHHS €ET0 KOMIO-
HeHTOB. Ecyin 3TH naHubie 6yayT YTOYHEHB! H paciiigpoBalbt, TO MOKHO
6yAaet yTBepXK/aTh, YTO KaJIblMEBbIE KAHAJbI CYIECTBEHHO OTIMYAIOTCS OT
paHee HEHTUOHIMPOBAHHBIX HATPHEBBIX U KaTHeBBIX kanasos. /ins Na- u
K-xananoB MeTa60JI13M MHIIb [OCTABJIAET IHEPIHIO 3JIEKTPOXUMUYECKOTO
rpaauenTa. Yro kacaercs Ca-kaHana, T0 ero yHKIMOHHpPOBaHHe Tpe6yer
docdopuiMpoBaHus Gesika, M eCJTM OHO HapyliaeTcs, kaHasl TepseT Cnoco6-
HOCTb TIEPEXO/IUTD B AKTHBHOE COCTOsIHUe. DTy ocobenHoctb Ca-kaHaloB
MOHO OOBACHHTD YYaCTHEM HOHOB Ka/IbLIMA NPAaKTHYECKH BO BCEX BHYT-
PHKJIETOUHDIX TIPONECCaX — PETYJIALMH CHHTE3a pAa BaXKHBIX JUIA KJIETKH
BEUIECTB, MX BHYTPHKJIETOYHOM TPAHCIIOPTE, BbIACJICHUH U T. . Bo3MOXHO,
HMEHHO TI03TOMY CYIIECTBYET OOpaTHasd CBA3b — IOCTYILJIEHUE HJIH BbIXOX
KaJIbl(a NOJKHbI 3aBUCETh OT BHYTPMKJIETOYHBIX IPOLECCOB.
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3.3. KJIETOYHAS PEHEILAA

3.3.1. KIETOYHAAA TOPMOHAJIbHAA PENENNHA

TopMotibl, HelfpoMegMaTOPhl U APYTHe arOHUCTH C1oco61ibl GBICTPO U
06paTHMO aKTHBUPOBATb TaKHe MPOIECChl, KAK COKPATHMOCTh, CEKPEIHA,
anepreTuyeckuil o6Meir, u3MeHenns: MeMOpPaHIIOro NoTeHnKa a U T. A. Ha
6ase papMaKoOIOrHYECKUX JAHIIbIX ellle B [iayasie MPOLLJIOro BeKa yCTaHOB-
JIEHO, 4YTO MIIOTHe TOPMOHB! B3aUMOJeHCTBYIOT C Olipe/leielIbIMH PEelenTo-
paMy Ha Hapyxuoil cTopone kJjeTounoit MemOpanbl. Ofllaxko ganbHeit-
WA X0 KJIETOYHBIX TIPOLECCOB NIPU pelleniiuy Gbi1 HenonsTen. Kpynneit-
mee OTKPbITHE B 3Toif o6nacTd 6puto chemano J. Y. CaseprennoM
(E. W. Sutherland), xoTopbiit o61apysu, 4To IPU CTUMYJISLUH TJIHKOTe-
0JI#3a TJI0OKarOHOM BHYTDH KJIETOK TieueHHd 06pasyeTcsi TepMOCTaGHJIbIIOE
coe/MiienHe, CTIOCOGHOe aKTHBHPOBATD 3HepreTiyeckuii o6MeH KreTku. [Tosxe
3TO coeAMHeHHue ObLI0 MaeHTHuUIMpoBano kak NAM®. BnociescTBun
6bLy1a BHIABHHYTa FHHOTE3A, COTJACHO KOTOPON TOPMOHB! OCYIIECTBJISIOT
PEryJISIMIO BHYTPUKJIETOYHBIX IIPOLIECCOB NIyTeM aKTHBallMM CHHTE3a Tak
Ha3biBaeMbIX BTOPHYHbIX MeCCeH/XKEPOB, MU IocpeAnkoB. IlepBbiM H3
OIIMCAHHBIX BTOPUYHBIX MOCPeAHHKOB 6611 HAM®, nosxe 6y o6Hapy-
xenpt (M@ u unosuton- 1,4,5-rpudocgar.

IIpuHIMNIMaTbHO HHOM MEXAHU3M, C TIOMOILIBIO KOTOPOTO MOXET Nepeja-
BaTbCs1 M YCUJIMBATbCS CUTHAJ OT aTOHHCTOB, 3aK/II04aeTCS B PELenTopo3a-
BHUCHMOI{ aKTHBAIIMH UOHHBIX KAHAJIOB IIa3MaTHYECKOH MeMOPaHbl KJIETKHU.
Takoro poaa perynsius 6bia onKMcana TOJbKO AJA 3JeKTPOBO30Y AUMBIX
kJeTok (HeitpoH, MBIlLIeYHas KJIeTKa), HO OKa3aoCh, YTO OHAa HMEeeT YHHBEp-
caJbHbIi XapakTep. Ele oaun cnoco6 nepejaynd FTOPMOHAIBHOTO CHrHAIA
3aKJIIOYAETCs] B TOM, YTO PEIEeNTOPb! HEKOTOPBIX arolHCTOB ABJAIOTCA dep-
MeHTaMu. 1Ipu 5TOM UX perySTOpHbI IEHTp — Y4aCTOK CBA3BIBAHHA aro-
HHCTa — HAXOJMUTCSI C HApY>KHON CTOPOHDI KJIETKH, a KaTAIUTHYECKHi 11eHTp
o6pallleH B CTOPOHY nuTonIa3Mbl. Ilo TakoMy MeXanusMy AeifCTBYIOT MHO-
THe (HaKTOPBI POCTa, PELENTOPbl KOTOPHIX ABJISIIOTCS IIPOTEUHKHHA3aMH, H
npeJcepAHbI HATPHilypeJUYEeCKHH NeNITUX, PelenTop KOTOpOro — ryaHu-
Jarukaasa. CyllecTBYIOT U Ipyrue yTH epeaauu curiana. Tak, pewento-
Dbl CTEPOMIDBIX TOPMOHOB U TUPOKCHHA HepeHOCSsIT TOPMOH B KJIETO4HOe
SIAPO.

OcTaHOBUMCS Ha OCHOBHBIX THUMAaX FOPMOMNAJIbIIOH KOMMYHHKAIUH H
KJIETOMHbIX PeLeNTOPOB.

Tumns! ropMoHaTbHON KOMMYHHKAIIMU KJIETOK:

— 3HJOKPHHHAsI, KOrJa rOpMOHbE Pa3HOCATCS 110 BCEMY OPTaHHU3MY;

— TIApaKpHHHasi, KOrJa ropMoIlbl IEPEHOCSTCS Ha paccTogHue He 6oJiee
1 MM;

— CHIaNTHYecKas, Korja TOPMOHBI IIepelloCATCS Ha PacCTOsIHHe He
6ojiee 5 HM.

B HacTosliee BpeMsT B KJleTKaX pas/iMyaloT TP OCHOBHBIX THUIA MeM-
6pAalHbIX PEIENTOPOB;
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— penenTopst (pakTOPOB POCTA;

— penenTopsl conpskeins ¢ G-GeakaMu;

— kanasoo6pasyioume penentopbt (AXP u ap.). -

[Ipeacrasielibie THIIB PELENITOPOB PA3JIMYAIOTCSA IO OCHOBHBIM KJIac-
CaM: alleTHJIXOJIMHOBBIN, KATeX0JIaMUHOBbIH, ormarkbii, GABA-peuerrtop, rm-
[IUHOBbIH, [IyTaMaTHBIN, CEDOTOHNHOBbIH.

KieTounbie MemMOpaHb! coaepxar cnenuduiyeckue G6eJKU-pelenToPsl,
KOTOpBIE TIPH AKTUBAI[HH BBIIOJHAIOT PAR QYHKIIMIA;

— y3HaBalHe JIATAH/A;

— HHMIHANUS TIEPBOI CTAZIUU KJIETOYHOTO OTBETA;

— OTKpbIBaliie HOHHOTO KaHaJIa;

— NPOAYNMPOBAHHE BTOPUYHOrO MecceHKepa (HAM®), KOTODBIl Ha-
pany ¢ dbepmeHTOM (IIPOTEUHKKHHA30i) PEryIUpYeT HOHHBIN TPAHCIIOPT U
KJIETOYHBIH METab0N3M,

CrnenngpuyHOCTb penentopa o6ecneinBaeTcs ClIeAYIOMHMH CBOHCTBA-
MU

— HACBHIEHHE MOJIEKYJIBE PelleNTopa NPH (GU3UOTOrHIeCKUX KOHIIENT-
palUAX JUranja;

— JOKaMU3aLMsl PENENTOpPa TOIbKO B KJIE€TKaX, I'/ie IPOSBJISIETCS ero
6HOJIOTNYECKOE J1eiiCTBHE;

— CeJIEKTHBHOCTD penentopa (Jdraily cnenuduyen K OnpeneseHiioMy
Y4aCTKy MOJIEKY/IbI DEHENTOPA).

IIponecc peuenuuy ropMOHOB pa3eJIsaIoT Ha YeTbipe CTaAUH.

1. Inddysus ropMoHa K pelientopy.

2. Csa3biBaHUeE FOPMONIA H pelienTopa:

L+R=LR,

rae L — nurang; R — peuenrtop; LR — xommiekc. Koncranra cBsizbiBa-
HUs1 MOXeT 6biTh nopsaaka K = 108 — 101! momp~1,

3. Jlatepanbhas audpy3us peuentopa B MeMGpaHe CKBO3b GEJKOBbIE
KJacTepbl ¥ GochOUIHAHDIE AOMenH (TeOpHs HePKOMAIHIA).

4. Hanuyne BHyTpUKJIETOUIIBIX TOCPeAtHKkoB (HAM® u uonn Ca).
Taxk, nporiecc B3aMOAEHCTBHS PELIETITOPa H TOPMOHa, KaK IPaBUJIO, OTHACHI-
BAIOT C TIOMOLIBIO TEOPUM «3aHSITOCTH» M TUIIOTE3bI «ILIABAIONIETO LIEHTpas.
CorylacHO TEOpHH «3aHATOCTHY peaKuus B3aUMOefiCTBHsA TOpPMOHA M pe-
LENTOPA ONMCHIBAETCA C IIOMOLIbIO YPaBHEHUA

L+R=LR - Q,
rie Q — Guosornueckuii apdext. KoHncranra casassipanus
K=[R][L]/IRL]n Q/Q,,=[RL]/R,,

rae R, — ofmas KOHUeNTpalHs PenentTopa B MeM6paHe KJIETKH.
PaccMoTpuM 0cO6eHHOCTH rOpMOIIAIbHON PETryJIAIHY 11a IpHMepe Clie-
nupuueckux U HecrnenuUUECKUX MeXKJIETOUIIbIX B3aHMOJeHCTBUIl B
niepBHOIt cucTeMe (aKCoTHaMblible B3aUMOeicTBYA U cHnancht). Qo
U3 TJaBHBIX (YHKIUH NIBAaHHOBCKOH KJIETKH SBJISETCA PEryJAnMs KOH-
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nenrpaiuu Mexkaeroutoro K* npu PB akcona, xoropas moguduimpyer ie
TOJIBKO BO36YIMMOCTb COCEJHUX HENPOHOB, HO U NIPOLECCH! AbIXaHus, TJIU-
kou3, cutites JJHK 1 6GesIkoB B riaJbHBIX KJIeTkaX. sMeHenns: ypoBusa
MexkaeTounoro K* u rmyramata crumyymmpyior Bxon Ca* B LK uepes
Ca-kanan u NMDA-raytamatustii penentop, yro crumymupyer LIK k
9K30LUTO3y AlETHIXOJHHA, CBA3bIBAlINE €70 C TMKOTUHOBBIM alleTU/IXOJIHU-
1oBbiM peuerrropom 11K, akruBaumio ageHnaaTiukiIasst, pocgosmnas, npo-
Tea3 K THIIEPNOJIAPU3aIHIo miaasMarnyeckoit MeMOpalinl ITK. Takum o6pa-
30M, nipu PB akcona niasmaruueckas Mem6pana LK crayana nenonspuay-
ercs, a 3aTeM Hacrynaer ¢asa GbICTPO# IHIEPNOIAPU3AIIMY.

B nocsieatee BpeMs 0coOblil HHTEPEC TIPEACTABJISIET BONIPOC O (hYIKIH-
oHaJIbHOI PO cekperuu onpedeeHnbix Bemects n3 LK npu PB. U3se-
CTHO, YTO IIPH HAKOIIJIEHHH MEXKJIETOUIIOTO KaJHs U3 TJIHAJIbHBIX KJIETOK
BBIXOJHUT raMMa-aMHHOMACJISIHAsA KUCJIOTa, a yBeJTHdeltie MeKKJIeTOYHOMH
KOHIIEHTPAIMH [JyTaMaTa BBI3BIBAET 1€ TOJIBKO IHIIEPIOJIAPU3AIMIO TIJIa3-
Marmndeckoit mem6paust I1IK, Ho u axk3omuTo3 AX. CienoBaTeIbHO, CJIOXKUB-
IIHECS TIPEJICTABJIEHHS O IleCientipUIecKOM XapaKkTepe Nepefady CUrnana
MeX[y TielipOHOM M IJIHAJbHOM KJIETKOM, a TAaKXKe reHepaIu30BaHHOM BJIMS-
HUM FJIUA HA HEPBHYIO KJIETKY TIPETEPNEBAIOT CYIleCTBeHHbIe H3MEHEelns.
OnuuM U3 MEXaHU3MOB Mepeadd CUTHaJa OT HefipoHa K TJIUU ABJIAIOTCA
nepepacnpezenenye 1 8xon Ca?* B LK B oTBeT 11a HakomIeHHe MEXKKJIE-
toutioro K*, rimyramara u AX. Tak, 610kupoBaHue 31eKTpUUeCKOif AKTUBHO-
CTH HeiipoHa npu AeiicTBun TTX NPUBOAUT K CHHXEHHIO KOHIEHTPAIIMH
MeXxKJIeTouHoro K*, HHruGupoBaHHIO BXOAa UM PETYJSIPIBIX KOJIeOaHuii
ypoBHs BHyTpHKJIeTounoro Ca* coceqnux actpouuros. Ilocienuee Moxer
OBLITH TaK)KE CBA3AIO C OTCYTCTBUEM U3MEHEHHUI CONEPIKAIINA MEXKKIIETOY-
HOTO riayTaMata. JleficTBUTENBIO, IPH SKCTPAKJIETOYHOM efiCTBUH ITyTa-
MaTa Ha ACTPOLKTH 06GHAPYKEIIB! 1€ TOJILKO YBEJIUYeIne BXO/A, HO U PyIi-
KIMOHAJIBIIO 3aBUCHMbIE KOJIEOAIHs BIyTPUKJIETOMHOIM KoHenTpauun Ca?*.
B uccie10BaHUAX HA HEPBHBIX BOJIOKHAX TOKA3aH0, YTO AeiiCTBHE CTELH-
¢udeckoro 6710KaTOpa rJIyTaMaTHOrO PENENTOPa CIUMAET OGPAaTUMYIO TH-
nepnoyspusanuio IIK; npu gelictBun Ha HepBlioe BOJIOKIIO TY6OKypapHiia
o6HapyxeHa Jenoasgpusauus MeM6paunt LIIK, a coBmecTioe felicTBue 6J10-
Karopa ¥ Ty6okypapuHa HUBeJUpyeT fanubii adpdekTt. VI3BecTHO, YTO BHI-
xox AX u3 11K u cBaspiBanne ero ¢ AXP, 1okaan3oBaliibiM Ha IIJ1a3MaTH-
ueckoit MeMGpane LIIK, akTUBHDYIOT BHYTPHKJIETOUHYIO aJETIWIATIIMKIA3Y
U B KOHEYIIOM CYeTe IPUBOAAT K IHNePNO/APU3alluy N1a3MaTHYeckoil MeM-
6pannt HIK. Y nakonen, o6Hapy>keHO HaM4YKe CBA3H Mexay dochopuin-
poBanueM u unucaoM AXP: ¢opckosui u ipyrue areHThl, OBBHIIAIONIHE
ypOBeHb BHYTpHKJIeTOUHOro 1AM, yBenuuuBanyn komndectBo AXP ¢pub-
Po6JIaCTOB MBIIIIH.

Bo36yxneHne akCcoHa NPUBOAUT K POCTY yucaa AXP niBannoBckoi
KJIETKH U 3aBHCHUT OT YaCTOThl PUTMUYECKOTO BO36GY KAEHUS, YPOBHSI MEX-
kyeToyHoi xounenrpanuu K*, Ca* u anerunxosnuna. IIpn PB cimkaerca
aKTHBIIOCTb AllETHJIXOJHHICTEPA3bl aKCOHA, YTO CIIOCOGCTBYET O/IEPIKA-
HHIO BBICOKO#H konueHTpanuu Mexkaerounoro AX. O6uapyxeto, 4To yse-
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JuyeHde MexKJIeTouHol kounenTparun AX aktuBupyet $hochono3uTHa-
cneruduunyio gocdomunasy C MueIUIIOBOro HepBHOTO BoJiokHa. Ilpes-
noJaraercs, 4To npu PB akcona fenosspusanusa K* u aksommuros AX
akTtuBupyior BxoJ Ca?* no Ca-kananaM, uTo Bbi3biBaeT (pocOpUIUPOBa-
nue AXP IIIK nocpeacrsom crumysanun OU-DJIC.

Cunanc. HepBiible UMIyJIbChI IOJDKIIBE IIEPEJABaThCS OT OAHOM KJIETKH
K apyroii. B MecTe 3T0it mepeayn 11aX0[ATCS CIeUUabHble KOHTAKTHbIe
06JIaCTH — CHIIATICBI. AKCOH MOXKeT GbITh CBs3all € COMOIi BTOPO# KJIETKH
Yepe3 aKCOCOMATHYEeCKUIi CHIIATIC; UMEIOTCS TAKXKE aKCOAEHAPHUTHBIE H aKCo-
akcoHajbHble cunanchl. [lepegaya cUrHama OT KJIETKH K KJETKE MOXET
OCYLIECTBIATHCS JHGO My TeM nipsAMoro npoxoxaenus I1/1 (anexTpuyeckuit
CHHAIC), U60 C IOMOIIBIO CTIENHUATbHBIX MOJIEKYJT — HEAPOMEAHATOPOB
(xuMuueckuit cunianc). B ¢BSA3U ¢ MHTEpecOM K KJIETOYHOMN PEENIIHH Mbi
6oJiee nOAPOGHO pacCMOTPUM XUMHueckui cunarnc (puc. 3.38).
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Puc. 3.38. CxeMa mepciadn TPaHCMHTTEPa B CHHAaNTHYECKOH 1leJH H H3MeHeHHs
MCMGPaHHOTO INOTEHUMANa Ha NPCCHHANTHYCCKOW M MNOCTCHHAnTHYeckoH MeMOpaxe:
a — HWepBHBIH HMIYJIBC [IOCTHraeT npecuHantuieckoit MeM6panbl; 6 — Houbl Ca BXoAAT
H BBI3BIBAIOT CAHAHHE BE3HKYJ M BHIXOA HeHPOTPAHCMHTTEPA B CHHANTHYECKYIO MEJb;

6 — aKTHBAIMA KaHAa/lO0B, BXOJ WOHOB WAaTPHA H BOCCTAHOBJICHHC BE3HKYJ

XUMHYeCKU# CHHATIC COCTOUT 3 HEPBHOTO OKOHYAIIMs Ha IPECHHAITH-
YeCKOW CTOPOHE U CenUATH3HPOBAHHOM 06/1aCTH Ha TIOBEPXHOCTHU KJIETKH,
npuHuMaionieit curian. [Ipe- ¥ nocrcuHanTH4eckHe MeMOpaHbl HaXOASITCA
Ha paccrosnuy 20 — 40 uM apyr or Apyra. CHilantudeckas Liejb 3anoJ-
HeHa OJIMrocaxXapuacoaepianieif coeIUHUTEIbHOM TKaHbI0 — Ga3aIbHON MeM-
6paHoii, KoTOpas mpeJCTaBJIsAeT Co60i CTPYKTYPY, O6BEAUHSIONLYIO OTAe/Ib-
ubte knetku. Korga I1]] mocTuraer HepBHOrO OKOHYaHHS, Ol BbI3biBaeT
JEeNONSPU3ALHIO IPECHHATITHYECKOIH MEMODaHbl ¥ BHICBOGOXK/AeHHE MeIHa-
topa. [locneminit auppyuaupyer yepes cHHANTHIECKYIO ILENb K IOCTCH-
HANTHYeckoii MeM6palie, YTO Be/IET K H3MEHEIHHIO ee HOHHOH TIPOIMITAeMOCTH
4, CJIeIOBaTebHO, MEMOPAIHOTO NIOTEHIMANa. 3TO B CBOIO O4€epe/ib IPUBO-
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nurt k redepamuu [1]]. [lepeyncinM ocHOBHbIE POIECCHI, HPOUCXOMSILHE
pu (gymcum}mponamm CHHaIICa:

1) cunres MequaTopa (HampUMep, alleTHIXOMHHA),

2) 3arpyaka MequaTOpa B Be3WKYJy; B TOM CJy4ae, KOrJa mepBas
BTOpas CTaJMH MPOTEKAIOT B TiepPeKAPHOIIE, TPOUCXOIUT aKCOTLIa3MaTHYe-
CKYii TPAIICTIOPT BE3UKYJIbI K HEPBHOMY OKOHYAHMIO;

3) ciusMe BE3UKYJT C IPECHHANITUYECKOI MeMOpaHoil TIpH JeNoApH3a-
IIMH ¥ BbICBOGOXKAeHHe MeauaTopa (ak301UT03);

4) muddysus MeanaTopa k OCTCUHANTTHYECKOH MeMOpatie;

5) y3HaBaliMe MEIMATOPa ¥ CBSA3bIBAHHE €T0 CO crienu(pUyecKuM penen-
TOPOM, HAIPHMED ¢ MeMOPAIHBIM GeJIKOM IOCTCHHATITHYECKOH MeMOpaHbl,
COTNIPOBOXTaloNIeecHd AeHCTBHEM MeaNaTopa 1a MOIHIbIH KaHad uid dep-
MEHT NIOCTCHHANTHYECKOH MeMOpaHBbl;

6) UHaKTHBalMsA MEAHATOPA, KOTOPasl IPUBOAMT K OrPaHHUYEHHIO [ITH-
TEJIBIIOCTH NIPECHHANTUYECKOTO CUTiiaia. Takast HHAKTHBAIMS IPOUCXOIUT
JI60 ryTeM (HpepMEHTATUBHOIM Jlerpalaliiy MEAHATOPA, JIUGO TIYTEM ero 06-
PATHOrO TIOTJIOIIEHHUS TPECHIIANTHYeCcKOi MeMOpatoi.

[luK1 3aBeplIaeTca ¥ BO3BpAILAETCS KO BTOPO# cTaguu (MM K NepBoi,
ecnn)xnema TIOTJIONIAET POAYKT JerPajlallii HHAKTHBUPOBAHIIOrO Me/lda-
TOpA).

3.3.2. KJETOYHAA <®OTOPENENINUA

3.3.2.1. 3penne

3puTeabHbli MpOIECcC BKIIOYAeT MIOrO CTaJuii: 31leprusi CBETa yJIaB-
JIMBaeTCS, TpeBpaNIaeTcs B HePBHbLA MMITYJIbC, IEPEAETCA U HIITErPHPYET-
cs1. Tosibko mepBBbie CTa MK MOXKHO ONUCATh KaK MCKJIIOYUTENBHO MOJIEKY-
JISipHble TIPOLECCH], 110 OHH He MPEJCTABJAIOT cO00# 3peHUs B CMBIC/IE
BOCIIPHUSITHS M300pakeHHii.

Iepeas cmadus (noznouienue ceema). CBETOBBIE CUTTIAJIBI BOCIIPHIH-
MAIOTCS CIIEIHANBIILIME KJIETOYHbIME CTPYKTypamu (oTopenenTopaMu) U
3areM nepenaiorca B [IHC. ddoTtopenenTopaMu 3pUTeIbHbIX CUTHAJIOB SB-
JSIOTCA CeNUATH3UPOBalHbie KJIETKU (MaJIOYKH U KOJOOUYKH) CEeTYATKH
rJla3a, pacmoJioxKeHHOH Ha Xiie raasHoro a6Joka. A. XexTt mokasas, 4To
OJHH (HPOTOH MOXKeT 3alyCTUTh HEPBHBII UMNyJbC, a I. Banrpg — uro mis
IMKJIMYIIOTO Tiponecca (oTopeneniuu Heo6xoauM BuTamuii A (pozoncut).
Pognoncun cocrouT u3 6esika ONCHHA M CBSI3AIIIOrO ¢ UM XpoModopa,
ABJIAIONIETOCS A/IbAeruaHoMi popMoil BuTaMuna A (pETHHAJD); COOTHONIE-
IIMe 3THX COCTaBHBIX YacTei B MosiekyJie poponcutia 1 : 1. Y namouxu, u
KOJIGOYKH, HECMOTPSA 11a PasHblie CIeKTPhI TIOTJIONMEHKS, COAEPIKAT B POROII-
cHIle OUH H TOT JKe peTHHaNb. ['1aBHas cTagus GoTopelenuy COCTOUT B
HCTIOIb30BaHUH 3HEPTHM TIOTJIOILEHIIOTO CBETA JIJIS N30MEPU3al{K PETHHA-
as: 11-yuc-peTianb nepexoquT B mpaHc-peTHiialb, YTO IPUBOJIUT K JeCTa-
6UIM3aNMH KOMILJIEKCA M €T0 IMAPOJU3Y AO peTUiadsa M oncuna. Takum
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06pa3oM, NOr7IoleHHe CBETa BbI3bIBAaeT KOI(pOpMAIMOHHbIE M3MEHEHHsI Ge/IKa
[IOCpe/JICTBOM H30MEPH3alluH peTHHaJIs. Perenepaliusi HAaTHBHOTO POJOIICH-
na (uukn Basbza) ocyuiecTsseTcs: 3a cueT (hepMeHTaTHBHOTO BOCCTAlOB-
JIEITHs PETHIIAJISA IO PETHIIOA C €T0 NoceAyolleil U3oMepU3aleil, OKHCIIe-
nueM a0 11-yuc-petunansa u pexombunanuei 10 pogoncuna (npouece uaer
B TEMIIOTE).

Bmopas cmadus. (mpancoyxyus). PaccMoTpuM ofivn U3 AByX ¢oTope-
LENTOPOB NO3BOHOUIBIX — MaJIoUuKH. KOoJGOUKH, OTBETCTBEHIIBIE 32 IIBETO-
BOe€ 3pelHe, Hcc1eoBalibl MeHbile, Ilamouky BbIHOMIAIOT PyHKUHUIO pac-
MO31aBaHyus KOITPACTOB SIPKOCTH M YYacTBYIOT B 3peHMH TJIaBIbIM o6pa-
30M nipH caa6oM ocBemtenuu. [nas yemoBeka comepxut okouo 120 - 10° na-
Jovex 4 6,5 - 108 xon6ouek. TlasouKa COCTOMT U3 Hapy>KHOrO ¥ BHYTpeH-
1iero cerMeHToB. Bo BllyTpeliieM cerMenTe pacHo/J10Xelibl MUTOXOIIDHH,
KOTOpble 06eCHeYHBAIOT METAG0IHYECKYIO aKTHBHOCTD KJIETKH, U KJIeT0Y-
1oe sapo. HapyxHblii cerMelT COAEPXXHT CTONKY GUCIIoiHbIX MeM6pall
(1000 — 2000 cronok Ha nano4Ky), Ha3blBAeMbIX IUCKAMH, B KOTOpbIe
BCTPOENbI MOJIEKYJIbI pOAOIICHIIA, Pojonicul — rIMKONPOTEHI1, cojlepxKa-
1w 14 KOBaNeNTIO CBSI3aHHBIX OCTaTKOB MOHOCAXapH/OB, 1IEPacTBOPHM B
BOJIE U TIpH AefCTBUM MATKHX JETEPreHTOB MOXKET GbITh OT/Ie/IEH OT CBOe-
ro TUnopUIbIIOTO OKpYyKeHus B MeMGpane. PooncHH npescraBiseT co-
60i1 HNTErpaIblIbIii GeOK, KOTOPDIi BCJen 3a HoraouedueM GoToHa cBeTa
MeHsAeT MeMOpaHHbIH HOTeHIMA KJIeTKH. [HnepHosipH3alus MeMOpaHbl Ha-
JIOUKH HPH MOTJIOL(EHHH CBETA HA3bIBAETCA PELIEHTOPIBIM HOTEIIHAIOM.
W3Menenns MeMOpaHHOro HoTellHa a o6ycIoBJIeHbI HIIaKTUBALMEN OKOIO
1 000 narpueBbix KaHanoB, OTMeTHM, YTO THIEPHONSIPH3AIMSI KJIETKH 11a-
6J11012€TCs1 TOABKO Y HO3BOHOYHBIX, ¥ 6eCHO3BONOYIILIX, 11aTIPOTHB, HPOMC-
XOMHUT fenoaspu3anus MeMOpansl KaeTku. [Ipeanonaraior, 4To poAoICHII
peryHpyeT NPOHUIIaeMOCTb I[ATPUEBBIX KallaJIoB I1a3MaTHyeckoi MemOpa-
HbI KJIETOK IAJIOUEK C IOMOMIbIO MECCEH/IKEPOB, Takux, Kak Ca* u nff'M®.
Ycranosneno, yro Ca-AT®-asa sABAAETCA KOMNOIEHTOM MeMOpalilbix
auckoB. Kak npexnionaraercs B oquoit u3 Mogeseli Xarunica, najaomui
CBET MOXKET OTKPbiBaTh ¥ Ca-Kalanbl, XOTA y4acTHe B JalIIOM Ipoliecce
POIOHCHHA NPaKTHYECKN He HCCJIeI0BaHO.

Ocnuosiyio poJb (B kauecTBe Meccenaxepa) urpaetr uIM @, koTopbiii
NOAAEP>KUBAET 11aTpUeBble KaHaJIbl MeMGPaH NaJIoyeK B OTKPHITOM COCTOS-
11d. [leficTBUTEIbHO, B CBA3H C STUM CTAlIOBATCS MOISTILIMH (haKThl HAJH-
YHSI B KJIETKE CBETO3aBUCHMOI (ochoauacTepasbl, pacitenaiomei nIMO®.
Cornacio runotese Crpaeiiepa, 3ToT pepMeHT aKTUBHpYyeTca 6eJIKOM, 11a-
3BAHIBIM TPAHCAYIMHIOM. MIMeHII0 KOMILIEKC TPaHCAYIMH — TyaHO3HHTPH-
¢docat akTuBHpyeT dochonuscrepasy.

Tpemvsa cmadus (unmezpuposanue nepenvix umnyivcoe). Ha nammoit
CTaIHH{ PeleNTOPHbIA MOTENHA JO/KEH NPEBPATHTbCS B 1IEPBUbIA HM-
myJbc. 3puTebliasd cHCTeMa Ipe/cTaBseT coboli vepapxuio craguil o6pa-
6GOTKH, 11a KOTOPBIX CBETOBOI CTHMYJI ONOJIHsIETCA BCe GOIbIIHM KOJIHYE-
crBoM unopmanuu. Peakuus poTopenenTopoB NpsAMo MPONOPLMOlIaabHa
KOJIMYECTBY Magaiouiero ceera (110 B ranrJIHOHAPHBIX KJIETKAX CEeTYaTKH
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KOIITPOJHMPYETCA 1€ MIITEHCHBHOCTD, a CBETOBOM KONTPACT) U 06ycIoBeNa
JBYMs 0COGEIIIOCTSIMH CETYaTKH:

1) ceruaTka MMeeT TPEXCHOUIYIO CTPYKTYPY H COCTOHT M3 PELENnTOop-
IBIX, GUIIOJSPHBIX U FalTJIHOIIAPHBIX KJAETOK, MEXAY KOTOPHIMH PacIosio-
Xelbl KAETKH APYrHX THHOB (aMakpHIIOBbiE H TOPH3OIITA/ILHbIE);

2) o1la 061a1a€T BHICOKOI CTENENIbIO KOIIBEPrellliMH: MIOr OUHCIEIIbIE
CBETOBBIE CHIIIAJbI, MPOXO/IS Yepe3 B POMEXYTOUIILIE CTaTHH, CJIMBAIOT-
€S B O/ITI0H raurJHOIIapIIoi KJIETKe; KOTAa Ka/as FaurJHOHAPIIAs KJIETKa
TOJIyYaeT CHrIIaJ, TO 3allyCcKaeTcs Apyras rpymnia pelentopos (penentus-
110€ 110JIe), COCTOAIAst M3 LENTPa, OCBElLleHHe KOTOPOro Bo36y KaeT raHr-
JIMOHAPHYIO KJIETKY, H KOIEIITPHYECKOTO KOJIbIIa K/JIETOK, HITHGHPYIOUHX
3To Bo3GyxKenue.

3.3.2.2. dorocunresa

Dotopenenuusa cBeTa — OCIOBIAsA peakuus npouecca porocuiresa. B
XJIOPOILIACTaX BBICUIHX pacTelldii HMeloTcs ABe oTocucTeMbl — ghomo-
cucmenma 1 (OC1) u gpomocucmema 2 (DC2), pasnUYAIONIHECS IO COCTA-
By 6enkoB W murMmentoB. Cseroco6upalomas anrterna PC1 nmorsnomaer
cBeT ¢ aaunoii Boaust 700 — 730 M, a OC2 — 680 — 700 M. Unaynu-
POBAIHOE CBETOM OKUCJEIIHe PEaKI[HOIMbIX LENTpoB AByX (poTocucTeM
CONPOBOXJAETCA UX 06eCLBEYHBAHHEM, KOTOPOE XapaKTEPU3yeTCsi H3Metle-
HHAMH CNIEKTpOB norjouenusi. /IBe oTocucTeMsl CBA3allbl NOCPEJCTBOM
LelH 5JIEKTPOHHBIX nepenocyukos (puc. 3.39).

OC2 aBasgercs UCTOUIIMKOM 3JexTpoHOB Jass DC1. Unayuupyemoe
CBETOM pasfiefiellde 3apsfoB B (OTOpeaKLHOHIILIX HEITPax o6ecneyuBaeT
TIepeLIoC 3MEKTPOIIa OT BoAbl, pasiaaraeMoil B MC2, k KOlIeUIIoMy aKIENTOpY
anextpona — MoJexyye HA/LD". llenb 371eKTPOHIOro TPACIOPTa, COeaH-
nstionas e (GOTOCHCTEMBI, B Ka4eCTBE NIEPEIIOCYHKOB 3JIEKTPOHA BK/II0YA-
€T B ce6s1 MOJIEKY/IBI ILIACTOXHUHOIIA, OT/AENbHBIH 3/I€KTPOII-TPAIICIOPTHbIH
6enxoBbiii KoMiuieKe (Tak 1a3biBaeMbli b/ f-koMmexc) U BogopacTBOpH-
Mbiii 6enok mractomuanun (Pc).

B ®C2 ot BO36yKAeHIoro HeuTpa P:;so 3JIEKTPOII HEPEIIOCUTCS Cla-

Yaja Ha nepBudnbi akuentop deoderun (Phe), a 3ateM Ha Moseky.y
IacToxunona Q,, Npoylio CBA3aHHYIo € oM1IHMM U3 6eaxoB DC2:

Y(PggoPhe)Q,Qp — Y(PggoPhe )Q; Qp — Y(PigoPhe)Q, Qy,.

3aTeM 3JEeKTPOH NEPENOCHTCA Ha BTOPYIO MoJieKyay naacToxunoia Q. a
P¢go TOTyHa€eT 3JEKTPOIl OT IEPBHYIIOTO Joliopa Y:

Y(PggoPhe)Q; Qp, — Y(PggoPhe)QpQ,.

Monekysa nIacCTOXUMHONA, XMMHYECKast (popMy.ia KOTOPOIt U ee pacro-
noxense B BJIM nokasanbi na puc. 3.40, ciocoGna npHIATh ABa 3JEKTPO-
11a. ITocae gByxpatiioro cpaGatoiBallus peakuuonioro neirrpa ©C2 moe-
KyJia TLIacTOXHIHOIIa Qy, IIOJYUHT ABa 3JIEKTpolia:

2..
Qp +2e- - Q%"
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H+

HAQ®*—= HAND-H
Y]

Bucnotinas
JVMHAHASR
mcM6Gpana

2H* + 1,20,

®orocucrema 2 ————7Pp b /f-koMmIcKC ——oPp DoTOCHCTEMA 1

Puc. 3.39. PacnonoxcHne 3aeKTPOH-TPANCTIOPTHBIX KoMiickcos (DC1, DC2
u b/f-koMmickca) w MX B3auMoOAeiicTBMC B TaakoHAHOit McM6pane. B coctan ®OC1
pxofaT: Pc — njactonnaunu, P, — sHcpreTiyeckas JOBYNIKA ¥ PEAKIMOHHbBIA IICHTD,
TePBUYHBIH AKUCNTOP 3JCKTPOHA — Mosckyaa xjopobnana (A)), BTOpHYHbIC aKIlCn-
TOpbl — MoJicky.1a ¢uanoxuuona (A ) u Tpu nepcHocunka Gekopo#i npupoan (deppe-
AOKCHH), Y KOTOPbIX B AKTHBHOM IICHTPE HAXOASTCA ATOMbI XKCJe€3a U cepbl. B cocran
®C2 pxoaat: BoTopeakiHoHHbIH 1IeHTp Py, neppuyHbil akientop — eoderun (Phe),
BTOPHYHBIE AKIICNTOPH — MOJCKYJIbl TaacToxuuona (Q. v Q,) u Boaopacuienasonmit
KOMILIEKC. B nepenoce a/ekTpoHa OT aKIenTopos oCf x HbAﬂCD’ y4acTByIOT pacTBoO-
pennbiii B crpome 6cnok deppeaokend (Fd) u cBasanHmiil ¢ MeMGpaHoii crienuaabHbiit
3/IeKTPOH-TPAHCTIOPTHBIIH KoMiLIcke deppeaokcun- HAL® *-peaykraza (FNR), dynxim-
OHHMPYIOHIMC Ha BHemHcl cTopoHe TJakonauoli mem6panbl. Ilpn BocctanoBicHuM oa-
Hoit Moaexkyabit HAA®D* no HAI®-H Ha Hee nepcHocATcsa ABa 3JCKTPOHA M OANH HOH

BOAOPOAA, KOTOPbIH 3aXBaTbIBACTCA M3 CTPOMBI

OTpuLaTebIIo 3apsDKell-

11ast MoJieKyla (2~ o6Ja- /},<>: I
AaeT BHICOKHM CPOJCTBOM K : [ —
1poToliaM, KOTopbe olla 3a- W\ N Mﬂ
XBaTbIBa€T H3 CTPOMAJIbIIO-

a

ro npocrpancrsa. Ilocae
IIPOTOHMPOBAlIUA  BOCCTa-

HOBJICHIIOTO IIJIACTOXHIIOHA I r ' ?
Qp (Qp +2H" - QpHy) § {

o6pa3yercsi 3JAeKTPHYECKH

HelirpaiabHas dopMa 3TOM ? { ;3' J )
MOJIEKYJIbl, KOTOPas 11a3bIBa- s? % g
eTcst maacroxuitosioM. Ilnac- ® OMMO ¢ i. ﬂ ﬁ
TOXHUIION BBINOJIISAET POJb 6 \

TIOABHXKIIOTO NEPEIOCIHKA Puc. 3.40. OxucanTcabHO-BOCCTAHOBUTCIbHBIC
ABYX 3JIEKTDPOIIOB M JBYX  npcppaiichus naactoxunona (@) w upeanonarac-
nporonos: noxunys OC2, Masi CXCMa Ccro Pacrlo/IoXCHHA B MemGpare (6)
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Mostexyna QH, MOXKET Jierko nepeMeInarhcs BHYTPH THIAKOM/IIOH MeMOpa-
HBI, o6ecnieunBas cBsizb @ C2 ¢ APYrHMH 3JIEKTPOII-TPAIICIIOPTIIBIMH KOMII-
JgexcamMu. OKUCAUTENbHBIH peakiyolbiid nentp OC2 obnagaeT HCKAIOYH-
TeJIbIIO BBICOKHM CPOJCTBOM K 3JIEKTPOILY, T. €. SIBJIAETCS OUEHb CHIbHbBIM
okucauteneM. Bnarogaps atomy B ®PC2 HpOMCXOAUT passoXellne
BO/JIbI — XHUMMYECKH yCTOHYUBOro coefvHenus. Bxoasmuit B cocraB OC2
BO/JIOPACIIETLISIOUIMH KOMILIEKC COJEPKHT B CBOEM aKTHBHOM HelTpe IpyI-

Iy MOIIOB Mapralna, KoTopble CIY>KaT JOIIOpaMH 3JIEKTPOHOB LIS ngo'

OrtnaBas 371€eKTPOHLI OKUC/IEHIIOMY PEaKIHOHHOMY LIEITPY P€80’ HOHBI Map-
raHIlla CTAHOBSTCS «I1aKOMHUTE/ISIMUS MIOJIOKHUTEIbIbIX 3apsAA0B, llenocpe/-
CTBEHIIO YYaCTBYIONIMX B peaKklMH OKHCJIeHHsI BoJbl. B peayabrare nocie-
JOBATEJbHOTO YETbIPEXKPATHOrO cpabaThiBallus PEAKIHOHHOTO LENTpa B
Mn-cozxepxameM axtusioM nentrpe BPK nakanauBaloTcst yeTslpe CHJb-
HbIX OKMC/IHTEIbHBIX SKBUBaJeHTa (MM YeThipe «AbIpKH» ) B (hopMe OKHC-
JIEIHbIX HOHOB Mapratia, KoTopble, B3aHMO/IEHCTBY#A C ABYMSI MOJIEKYJIaMH
BOJIbl, KaTaJIM3UPYIOT PEAKIHMIO ee pa3JIodKeHHsI:

2Mn?* +2H,0-2Mn?* +4H* +0,.

Taxkum o6pa3oM, B pe3yJbTaTe NOCHEA0BATENbHON MepeayH 3JEKTPO-
1o ot BPK k Pgso IIPOMCXOJUT CHHXPOIIHOE Pa3JIoXKEeHHe cpa3y ABYX
MOJIEKY T BO[{bl, COIIPOBOXKAAIOLIleeCs BbIAEIeHHEM OO MOJIEKYJIb KHCJI0+
POAa Y YeThIpex NPOTOHOB, KOTOpble AuGPYHIAUPYIOT BO BHYyTPUTHIAKOUL-
HOE TIPOCTPAHCTBO XJOPONLIACTOB.

O6pasosasuascs npu ¢pyHkuuoHuposanuy OC2 MoJieKy1a MIaCTOXH-
nona QH, muddynaupyer BuyTpH JMIHAHOrO 6UCIOA TUIAKOUAIION MEM6-
paubl k b /f-xoMmiekcy. IIpu CTOAKHOBEHHE ¢ KOMILJIEKCOM 0l1a CBSI3bIBa-
€TCsI C 11MM, a 3aTeM NepeflaeT eMy ABa ajiekrpola. [Ipu sToM aas1 kaxk ol
MOJIEKYJIBI TJIACTOXUHOJIA, OKMCIIEMOIl KOMILIEKCOM, BIIYTPb THJIAKOM/[A BhI-
JeJsioTca ABa npoTolia. B cBoIo ovyepenb KOMIUIEKC CAYXMT JOIOPOM
SJIEKTPOIIA [l HIACTOLHAHNHA — CPaBHUTEIbHO HEGOJIBIIOro BOAOPACTBO-
pHMoro 6ejika, y KOTOPOTro B COCTaB aKTHBIIOrO IIEHTPAa BXOAMT HOH MeH

peaKLiusi BOCCTaHOBJIEHHUS H OKHCJIEHHSI JIACTOLHaHHHA COIIPOBOXKIAETCA
H3MelleHHeM BaJENTHOCTH Hola Meau). [11acTonHaHMH BBINOJHSET POJb
cBsi3yilollero 3senia Mexay b/ f-komnnekcom u @C1. Monekyaa niaacro-
LHaHHHa GBICTPO NepeMeIaeTcs BHYTPH THJIaKOKAa, obecrednBast Ieperoc
3JIEKTPOIIA OTTE/ f-komnexca k P@C1. OT BOCCTaHOBJEHHOTO IIaCTONMA-
HHI11a 3JIEKTPOH NOCTYNaeT HenocpeICTBENIIO K OKHCIUTENbIbIM LIEHTpaM
OC1. TakuM o6pasoM, B pe3yabTaTe coBMecTiioro aefictBust @ C1 u OC2
JiBa 3JIEKTPOIia OT MOJIEKYJIbI BO/bI, pa3ssaraeMoii B @C2, yepes nenb seK-
TPOHIIOTO TpaliCIopTa NepenocaTcs iia Monexkyay HAJLD?, o6ecnieynsas
o6pasoBaliMe cubHOro Boccranosurens HATD-H.

3ayeM XJI0pOIJIacTaM HyKHbI JBe (poTocHcTeMbI? VI3BecTIo, YTO ¢hoTo-
CHHTe3HpyIoume GakTepuH, KOTopble HCIOJIb3YIOT B KAUeCTBE J01I0Pa 3JIeK-
TpoHa JJIs1 BOCCTAHOBJIEHHSI OKHC/IEHIIBIX PEaKIHOHNbIX IEHTPOB pa3/uy-
Ible OprallMyecKMe M Heopraludeckue coeguitenus (mamnpumep, H,S),
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ycrneuo (pyHKIHOHUPYIOT ¢ ogHOH ¢poTocHcTeMol. [lesio B TOM, 4TO 3llep-
TMH OJHOTO KBaHTa BHAMMOTO CBeTa HEJOCTaTovIo s 3¢ (eKTHBIOro
TPOXOKAEHNUS 3JIEKTPOHOM BCETO ITYTH 1O LENH MOJIEKYJI-IePEHOCYUKOB OT
Boabi K HAID.

ITpu6misutensiio 3 MApA JeT Ha3ak Ha 3eM/Ie TOSIBUIMCDH LiHao6aKTe-
PHMH, KOTOpBIE MPHOGPENTH CIIOCO6IIOCTb UCTIOAb30BaTh BOAY B KauecTBe
HCTOYIINKA 3JEKTPOIIOB /151 BOCCTAlIOBJIENHA YTIEKUCAOThI. B HacTosiee
BpeMs cudTaercs, 4yTo P C1 BeeT cBoe HPOHCXOXKAEIHE OT 3eJelIbx Gak-
tepuit, a ®C2 — ot nypnypiix. ITocie Toro kak B xoze spoaonuy OC2
«BrIIoYHaack» B enuityio I1DT BMecte ¢ @ C1, cTao BO3MOXHBIM IIPEO/IO-
JIETb ZIOBOJIBHO GOJIBIIYIO PasHUIy OKMCAHTEILHO-BOCCTAHOBHTEAbHBIX 110-
TeHIHAJIOB Nap KHcaopoa—Boga H HAJJD* — HAJJO-H.

ITepewnoc anexTponos Ho 11T, kak npaBuJIo, CONPOBOKAAETCA CITHKeE-
HHEM SHEPIHU. ITOT NPOLECC MOXKIO YHOAOOUTb CaMOTIPOU3BOJIbHOMY JBH-
JEITHIO Tesla O HAKJIOHHOM NJIOCKOCTH. Y MEHbIIIEHHE YPOBIIA 31IEPTHH 3JIEK-
TPOHA B X0/ie ero ABuKeltus Baoub LIDT ne o3Hayaer, YTO NEPEHOC 3/IEKT-
polia sIBJISeTcs HepreTHYecku 6eciroe3HbIM npoleccoM. B nopMaibiibix
yca0BUsSIX QYHKIMOHHPOBAHUS XJIOPOILJIACTOB OGJIbIIAS YAaCTh SHEPTHH, BbI-
AeJstiolelicst B X0/l 3JIEKTPOHHOTO TPAHCIIOPTa, He MpoHaKaeT 6ecriosieso,
a HCHOJIb3yeTcs A pabOTHI CHENHAIBHOTO SHEProoOpasyIoUIero KOMILIEK-
ca KJIeTKH, 11a3biBaeMoro AT -cunTeTa3oii. 3TOT KOMHIIEKC KaTau3UPyeT
3HEpreTHYeCKH HeBbIroAbIil mponecc o6pasopannsa ATO us AAD u neop-
ranuyeckoro ¢ocgara, B CBA3H C YEM IPUHATO TOBOPHUTD, YTO IHEProJ0-
HOPIIbIE TIPOLIECCHI 3JIEKTPOHIIOTO TPAIICIIOPTa CONPSDKEIIbI C 3HEProaKien-
TOPHBIMH TIpoueccamy cuuTe3a ATO.

Baxyio pob B o6ecrieyeliy 3HEPreTHYECKOTO CONPSKEHUsS B MeM6-
pallax THJIAKOHIOB, KaK M BO BCEX OCTaJIbHBIX 311eproo6pasylonux opra-
1ejax (MHTOXOHApHH, XpoMaToopbl M T. .), HrpaloT NPOLECCH TPo-
TouHoro TpaHcmopra. Cunres AT TecHo CB#A3aH C IEPEHOCOM uYepe3
AT®D-cunTeTasy Tpex NpOTOHOB H3 THJIAKOHOB B CTPOMY. JTOT NpOLECC
CTAHOBHUTCS BO3MOXXHBIM IOTOMY, YTO U3-32 aCHMMETPHYIIOrO PacloaokKe-
HHS IEPEHOCYHKOB B MeMOpane dyukinonupoBanue [[9T xnoponaactos
TIPHBO/MT K HAKOMJIEHUIO N3GbITOYHOTO KOJMMYECTBA IPOTOHOB BIYTPH TH-
JIAKOH/ZIA: HOIIbI BOJOPO/iA HOTJIOMIAIOTCS CHAPY KM Ha CTAHUSIX BOCCTAHOB-
aexusa HAJID u o6pasoBaHusa NMAaCTOXHHOJA ¥ BBI/IEAAIOTCA BIHYTPH TH-
JIAKOM/IOB HA CTAJMAX PA3/I0KEHHsI BOJbI H OKHCJIEHHs NIJ1acTOXHHOa (CM.
puc. 3.39). Ocsemensre XJI0pONAaCTOB IPHBOIHT K YBETHYEHHIO KOHLIEHT-
palMH{ IPOTOHOB BHyTpH THAakouaos B 100 — 1 000 pas.

WTaK, Mbl pacCMOTpEJIH LIEMb COGBITHIL, B X0/[le KOTOPbIX SHEPTHA CBETa
3anacaercs B (popMe 31IEPrUH BbICOKOIHEPTETHYHBIX XHMHYECKHX coeHie-
Huit — AT® u HAZI®. ItH npoayKThl cBeToBOi cTafuu ¢GHOTOCHHTE3A
HCHOJIb3YIOTCS] B TEMHOBBIX CTAIUAX /151 06pa30BaHUsA OPraHHYECKHUX CO-
eIMHEHUH U3 YTIEKHCIOTo rasa u BoApl. OcHOBIIBIE 3Tanbl nipeo6pa3oBa-
HHSI FHEPTHHU BKJIIOYAIOT CJIeyIOLIHe NPOLeCcCh:

1) norJiolenye SHepruy CBETa IIMIMEHTaMH CBeTocoGHpaloleii anTex-
1Bl
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2) neproc sieprut Bo30yKAeHus K (HOTOpEaKHOIHOMY LEelTPY;

3) okucaenue GoTOPEAKIHMOIIIOTO EHTPa H CTaGHIH3aNHA pa3fieell-
1IbIX 3aPA/IOB;

4) mepeloc 3JeKTPolla o LENH 3JIEKTPOIIIoro TpalicopTa, o6pa3osa-
nue HAJ1®D-H;

5) TpancMeMGpatIIbii IIepesoC IPOTOHOB;

6) cunrres ATO.

3.4. KIETOYHASA NIOABUXKHOCTD

Cpenu MexalnoXBMUYeCKUX IIpeobpa3oBareieil 311epriH, pacIpocTpaell-
IIBIX B KJIETKe, HCKJIIOUUTEIbHYIO POJIb HIPAlOT KJIETOYHble 6€/IKH, KOTopble
ABHXKYTCS BJOJIb HOJHMEPHDIX IIHTeH, HCNOJIb3YA B KauecTBE HCTOYIIMKA
sHepruu Mojexyabl ATD. K TakuM cHcTeMaM oTHOCATCA 6€JIKH aKTOMHO-
3UIIOBOrO KOMILTEKCa, BXOJSIIETO B COCTAB COKPATUTEIbHOIO allfiapara MBI,
JIBH>KeHHE KJIETOYHbIX BHIPOCTOB, MHKPOBOPCHIIOK (KTYTHKOB H PeCHH-
YeK) OTpe/ieIsieTCsi B3auMO/IEHCTBUEM PYroii napbl 6e/IKOB — JHHETHIIA H
TyGyauna. Kunesur u apyrue poactBernsle eMy GeJKH paboTaloT B KJIeTKe
KaK NepeHoCYUKH opraHe/na (MHTOXOHAPHH U JTH30COM) H CPaBIIUTEIBHO
Kpyniibix yactunl. Cpeau 60JIBbIIOTO YUCIA MOTOPHBIX GEJIKOB MHO3HII CKe-
JIETHBIX MBILIL H KHHE3HH U3 KJIETOK MO3ra sBJAIoTca nauoiee u3yyel-
HBIMH MOJIEKYIIPHBIMH MOTOPaMH.

3.4.1. MBIIIEYHOE COKPAHIEHHUE
3.4.1.1. Moaeap cKoAp3sHX HUTeH

W3BecTio, YTO CKeJeTHbIE MBIIIIbI COCTOSAT H3 MHOTOSepIIbIX KJIETOK,
CBsI3aHNbIX BO36y/MMOIi N1a3MaTHyeckoii MeMGpaloii, o KoTopoii npoxo-
JMT 1IepBHbII HMITyJIbC. Mbllieynble KJIETKH COCTOAT H3 MHOXKECTBA COKpa-
THTEJIbHBIX BOJIOKOH — MHO(PHUOPHILI, pACHOMOMXEIHbIX APAJIJIEIbHO IPYT
apyry. CTpyKTypHO-(QyHKIHOHANBIBIMY eIUHHIAMH MHOGHGPHILI SBIIAIOT-
€1 CAPKOMEpBI, KOTOPbIE PACI0/IaraloTCsl BIOJb MbILIEYHbIX BOJOKOH Yepes
Kax/ble 2,3 MUKpoHa. Ha 3/1eKTpo1iio-MHKPOCKOIMYECKHX CITHMKaX IIpo-
JOJBHOTO cpe3a MbILIEYHON TKAHH BUIHO, YTO CAPKOMEpP COCTOHUT H3 Napast-
JIeJIbHBIX PAKOB TOJACTBIX U TOHKHUX ItuTeil. Mix B3auMiloe pacrosoxenye
CXeMaTHYeCKH MOKa3aHo Ia puc. 3.41.

BepTnkasibuble TeMIIble IMHUH Z COOTBETCTBYIOT CIIELHAIBHBIM CTPYK-
TYPHBIM GeJIkaM, pasfe/IaionM MUOUOPHILIBI 1Ha CapKoMepbl. Mex Iy HUMU
BH/IHbI FTOPH301ITAJIbIIbIE ITHTH COKpaTUTeNbHOrO annapata. Ot Z-1MHuii oT-
XO/IAT TOIIKHE 1IMTH, KOTOPBIM 1ia CHUMKaX COOTBETCTBYIOT CBETJIbIE T10JI0-
¢t H. B uenrtpasnblioit 4yactH capkoMepa pacriosioXellbl TOJICTbIe HUTH, KOTO-
PBIM COOTBETCTBYIOT TEMIIBIE TTONIOCHI. B cepejuile KaXk 1o noJockl A BHJ
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Puc. 3.41. Cxematnuyeckoc H306pakcHUE CTPOEHUSA CApKOMCPOB MbIIIEYHOTO
BOJIOKHA! ¢ — TPOAOJbHBIH pa3pe3; 6 — TonepcyHbli paspes B 06AaCTH TepeceyeHHus
TOJACTBIX U TOHKHX HMTEH; 6 — M3MCHCHME JJIMHbI CapKkOMepa B pPe3ybTaTC ABIDKEHUA

TOJCTbIX M TOHKHX HHUTCHt
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na 6oJee ceeTyas nojoca H. Hanuune ABYyX TeMibIX Y4acTKOB 100CH A
OIIpEe/Ie/IAETCSA TeM, YTO B 9THX 30HAX TOJICTHIE HHTH NEPEKPHIBAIOTCS TOH-
kuMH. Bonee ceernas nosoca (3oma H) cooTBercTByeT yyacTKy capKoMe-
pa, r7e TOJICTbIE HHTH 1ie TIePEeKPbIBAIOTCA TOIIKUMH.

Toactole uutH (auaMeTpoM 15 1IM) COCTOAT rJIaBIILIM 06pa3oM H3
Mosiexya MuosHiia. Toukue HuTH (IHaMeTpoM 9 1IM) coCTOAT U3 6e/iKOB
TpeX THNOB: aKTHHA, TPONIOMHO3HHA H TPONOHHIIOBOTO KoMILAexca. To-
CTble H TOIIKHE IUTH B3aMMOAEHCTBYIOT APYT C APYTOM € TIOMOLIBIO TOTe-
peyIbIX MOCTHKOB JJMUIOH 13 1IM, KOTOpbIe Yepe3 peryJisipiible IPOMeXKyTKH
BBIXOSIT U3 TOJICTBIX HUTEN U 3alOJHAIOT I(EIH MEXY COCEeANHMH To-
CTBIMH ¥ TOHKHMH HHTAMH.

IIpu cokpamenuy MbILILBI ee JJHIIa YKOPAYHBaeTCs Ha OMIY TPeTb.
Kak 3TO HpoHMCXOZUT, CTaJO MONATHBIM B lavasne 1950-x rr., xorga 3. H
X. Xakcau (A. Huxley, H. Huxley) u K. Xsncon (J. Hanson) Ha ocitoBa-
HHMH HCC/IelOBaHHsl CTPYKTYPbI MBILIEYHBIX BOJIOKOII METOlaMH PeIITIrello-
CTPYKTYPHOTO allajiu3a, ONTHYEeCKON U 3JIeKTPOIIoH MUKPOCKOTIUY 11€3aBH-
CHIMO JIpYT OT Apyra NPHILIH K MO/JeJH CKOIb3sIHX uTeli. B oclioBe 3Toii
MO/IeJIH JIexKaT caesyloume (GpaKkTbr:

— TIpHU COKpAIIeITHY MBIUIIbI JJIHIIA TOJICTBIX H TOIIKHX 1IMTel capKoMe-
pa 11e MeHsAeTCs;

— CapKOMep yKOpauHBaeTcs 3a CUeT NepeKpbIBAlIUA TOJCTHIX H TOI-
KHX 1IUTeH, KOTOPbie CKOJIb3AT JPYT OTIIOCHTEBHO APYTa PH COKPaLLelTHH
mbimp! (py coxpaulenyn nosockl H ykopauusaiorces);

— CHJIa, pa3BHBaeMas MbllleH, co3faeTcs B IPoLecce ABUKEIHS €O-
CeJIHHX HHUTEH.

CxoJbxelre TOJCTbIX H TOHKUX HUTel APpYT OTHOCHTEJbHO ApYyTra co-
BepIIAeTCs 3a CYET SHEPrUH, Bblaeasalouleicss npy ruapoause ATO. Or-
kpbiTHe ATD-a3Hoii aKTHBIIOCTH MHO3HIIA GBIJIO CAEJAl0 OTeUeCTBEIIBIMH
uccaenosatensMu B. A. Dureasraparom u M. H. Jlio6umosoii B 1939 r.
O14 nokasaJiu, YTO MpenapaTbl MHO3HHA CIIOCO61Ib! pacuenists AT® ao
AI® u O,. My 6bla0o TaKke ycTaloBjeHo, 4To JoGasiaelive ATO k
6eKOBOMY Hpenapary, COCTOSIILIEMY U3 HUTell MHO3HIIa, BAUSET 1Ia €ro Me-
xaHuyeckHe cBoiictBa. Bekope nmocie storo A. Crent-/Inéopau (A. Szent-
Gyorgyi) ycraioBu, 4T0 B paCTBOpE aKTHH M MHO3HI 06pasyIoT TaK 11a3bl-
BaeMblif aKTOMHO3HHOBbIH KOMILJIEKC, B OTCYTCTBHE aKTHIIA MHO3HII ILIOXO
rugpousyer AT, a B npucyTcTBHH akTuHa ATM-a3Hasn akTHBIIOCTb MHO-
3HIIa Bo3pacTaeT npu6ausurennlio B 200 pas.

3.4.1.2. dneMenTapHbIil aKT MBIIEYHOTO COKPAILIEHHS

MouJexy el MHO3WHA H aKTHIIA, B3aHMOJEHCTBYA APYT C APYToM, o6pa-
3YI0T aKTOMHO3HNOBbIH KoMmIiekc. B mokosuelicss Mbiline MHO3HHOBbIE
MOCTHKH I1€ nposiBasior AT M-a3Holl aKTHBIIOCTH, NOCKOIbKY TPOITOMHO3HI
U GEJIKH TPOTIOIIHIIOBOTO KOMILIEKCA NPENATCTBYIOT B3aUMOeHCTBHIO ro-
JIOBOK MMO3HIIA C HUTBIO aKTUIIA. AKTHBAIUS aKTOMHO3HIIOBOTO KOMILIEKCA
uuMuuupyerca vonamMu Ca. Vix koHuentpauus B HUTOIIa3Me paccaabiel-
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110#i MBIILIIIBI cocTaBsteT Menee 0,1 MKMOB, uTO 06ycaoBaeH0 paboToil Ca-
Hacoca CapKOILIa3sMaTHYECKOro PeTHKYJIyMa, KOTOPbIil epeKayuBaeT HOHbI
U3 LMTOILIa3Mbl B CTieLHasibHble UucTepHel. [loa meficTBueM HepBHOIO UM-
nyabca HoHbl Ca BBIXOJAT U3 KaJbI[HEBbIX LMCTEPH H CBA3BIBAIOTCA C
tponionuHoM C — peryJsiTopHbIM 6eJIKOM TPONOHHIIOBOIO KOMILIeKca. B
pesyJbTaTe 3alycKaeTcs Uelb KollhOpMalHOHIIbIX IpeBpallieHHii 0CTab-
HbIX 6eJIKOB TPOTIOHUIIOBOTO KOMILJIEKCA, YTO BhI3bIBaeT H3MeHeHUe T10JI0-
KEIHsT TPOIIOMHO3HIIA OTHOCHTe b0 HUTH F-akTuna. Takum o6pasoM, 6a-
rojiaps Moc/je/I0BaTebHbIM CTPYKTYPIBIM NepecTpoiikaM 6esIKOB TOIKOH
HUTH (TPOIOHHH — TPONIOMHO3MH — AKTHII), HHHIMMPOBAHHBIM IIOBbILLE-
HHeM KoHueHTpauy vonoB Ca, rojoBka MHO3WHA npHo6peTaeT BO3MOXK-
HOCTDb CBSI3bIBaTbCA ¢ akTHHOM. CHJIa, KOTOpast BbISBIBAeT JABHXXEHHe MoJle-
KYJI MHO3HI1a BJOJIb HUTEH aKTUIIa, BO3IHKAET 33 CYET CTPYKTYPHBIX H3Me-
HEeHHUH, TPOUCXOJAIIMX B KaTaJIHTHYECKOM LIeHTpe MHO3WHA IOCJIe THIPO-
su3a Mosexyabl ATD. Pa6ota MHO3UHA HanOMHUHaeT QyHKIIHOHMPOBaHHE
MeXaHHYeCKOro yCTPOHCTBA, B KOTOPOM «TOJIOBKa» U <«lLIefika» MHO3WHOBO-
ro MOCTHKA BBHITIOJIISIIOT POJIb CBOEOGPA3HOTO pblyara, No3BoJIsSIOWero cy-
I[ECTBEHHO YBEJHYHTb aMILIUTY1y CMEIeHNsI MHO3HHOBOTO «XBOCTay. JTOT
pblYar OJHUM M3 CBOMX KONLIOB ONMpaeTcs Ha aKTHHOBYIO HUTD, APYroH
KOHeL| pblYyara COeIMHEH C «XBOCTOM» MOJIEKY/Ibl MHO3uHa (pHc. 3.42).

AKTHH

ATD — ARD s
3 ; -
st "
et g {32\

Puc. 3.42. Cxema, noxa3biBaiomas W3MEHCHHE MOJOXXCHUS <«TOJOBKH» MHWO3HHA
(S1) OTHOCHTEJBHO TOHKOH HUTH B XOAE CTPYKTYPHDBIX TEPECTPOCK AKTOMHO3NHOBOIO
KOMILIEKCA, KOTOpbie TIPUBOAAT K BO3HUKHOBEHMIO CHJIbI, TAHYyUIEH «XBOCT» MHO3NHA

IMocne ruppomsa AT® u gucconnanuu AA® u O, u3 xaTaIuTHYe-
CKOI'O LIEHTPA B «T0JIOBKE» MHO3HHA IIPOUMCXOJAT NepecTPOiiKH, B pe3ybTa-
Te KOTOPBIX 3allelIeNHas 33 HUTh aKTHHA «I'0JIOBKas MHO3WHa ITOBOpaYH-
BaeTcs Ha 30 — 40°, yBaexast 3a co6oii «XxBOCT» MHO3HHA. Tak BO3HHKAET
CHJIa, BBI3BLIBAIONASI CKOJIbXEHHE MHO3HHA BJIOJb HUTEH aKTHHA.

3.4.1.3. Pa6ounii ks akTOMHO3HHOBOTO KOMILIEKCA

B Tpouecce CoOKpaueHts MbIIIIbI KaX/Jas «rojJoBKa» MHO3HHA COBEP-
IIaeT MHOTOKpaTHible NOBOPOTHI, NMEPHOAHYECKH H3MEHAA yroJ HakJIOHa
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OTHOCHTE/IBHO ITHTH akTHHA. B paccia6ientof MbIuie MHO3HIIOBBIH Moc-

THK OT/ZeJIel OT akTuBHOH neny. CBo6oaHas «ro/IoBKa» MHO3MIA 061aKaeT

olpezeseHHol cTenenblo NOJABHXXHOCTH; YToJ €€ HAKJIOHA OTIIOCHTEIbHO

«XBOCTa» MOXeT H3MendTbes. IIpH cBsisbiBanud Mostekyabl AT c akTuiio-

l(BbIM uemp)om MHO3HMHa €ro «T0JIOBKa» OCTAeTCs OTCOeHIIEHIION OT aKTHHA
puc. 3.43).

Puc. 3.43. lluxn CTpyKTYpHBIX npeBpailieHnii akTOMHO3HHOBOIO KOMILAEKCa,
TIPUBOAAIINX K CMEUICHHIO MOJIEKY bl MHO3HHA BAOJb HHTH aKTHHA

B xaTanuTH4YecKOM lieHTpe MHO3MHa Mojekyaa AT® pacuensercs
(cocrosinue 1) o AA® u @, (2), KoTOpBIE OCTAIOTCS CBSA3AHHBIMH C
KaTaJUTHYECKUM UeHTpoM. Betesl 3a 9STHM NPOHCXOOUT NMPHCOEINHEHHE «TO-
JIOBKH» MHO3HHA K aKTHBHOM HHUTH: CHavasa o6pa3syeTcs cnabas cBssb (3),
3aTeM BO3HHKaeT 6oJiee mpoyHas cBs3b (4). [Ipu sToM BpalaTeabHas NOA-
BHXKHOCTb MHO3HHOBOTO MOCTHKA CTAHOBHTCS orpanuyennoil. IIpounoe cps-
3bIBaHHE «TOJIOBKH» MHO3HIIA C aKTHHOM HHHLMHPYET 0cBoGOKAeHHE D,
M3 aKTHBHOTO LLEHTPA, YTO BbI3bIBAET JOO/THHUTE/IbIIOE YBEIHYEHHE CPOL-
CTBa MHO3HHa K akTuly (5). B pesy/ibTarte 3TOro NOsIBASETCS CHJIA, BbI3bI-
Balolllast MOBOPOT MOCTHKa B CTOPOILy <«XBocTa». BMecre ¢ moBopoToM
MOCTHKA CMEILaeTCsl BJOJIb HUTH aKTHHA «XBOCT» MHO3WHA, KOTOPbIii coenu-
1IeH C MOCTHKOM C TIOMOIIbIO IIAPHUPHOTO cousleHenus. Baaroaapsa npo-
JI0JIbHOMY CMELIEHHIO «XBOCTa» MHO3HHA IPOUCXOAHT COKpaIlletHe JAHHbI
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capromepa. [locJie cMelennst «roJoBKM» MUO3WHA, KHAITMMPOBAHHOTO JTUC-
couuanmeii docdara, Mosekyna AJD BBIXOIUT U3 KATATHTHYECKOTO LEHT-
pa (6). Ee MecTo 3anuMaer nosast mojiekyna AT®, 4To conmpoBoxaaeTcs
OTCOETHHEHMEM <TOJIOBKU» MHO3HMHA OT aKTHHA, 3aBEPILIAIOLIAM LIMKJI CTPYK-
TYPHBIX Mpeo6pa30BaHuil B akTMBHOM UeHTpe MHo3uHa (7). B pesyabrare
MHOTOKPaTHO ITIOBTOPAIOIMXCA UMKJIOB rufposu3a AT® Bo3HuKaeT Ha-
npaBJieHHe CKOJDbXEHMs HHTell MHO3WHA M aKTHHA JAPYT OTHOCHTEJIbHO
Apyra.

B MblreqyHbIX BOJOKHAX MOJIEKYJIbI MUO3HHA Pa6OTaIOT He MHIUBUAY-
aJIbHO, & KOONIEPATHBHO, B COCTaBe KPYIHbIX MAKPOMOJIEKY IAPHBIX aHCAMG-
Jieii. IIpu cokpaleHny MbIIIIb! JUIIH CPABHUTENbHO HeGObILAs YaCTh MUO-
3unoBbIx MocTuk0B (10 — 15 %) oAHOBPEMEHHO HAXOMUTCS B KOHTAKTE C
OKPYXalOIUMH HHTAMH aKTHHA. IIpH 3TOM MOJIEKYJIbl MHO3WHA, Y KOTODbIX
MOCTHKH OTCOEIUHEHBI OT aKTHHOBBIX HUTEH, BO BpeMsA COKPAIeHHst CapKo-
Mepa NepeMemaloTCsl BMECTE ¢ OCTAJIbHBIMM MOJIEKYJIaMH MUO3HHOBOTO
xryta. Takoe aBwKeHue cBoGoAIbIX (HECBA3aHHBIX) MOCTHKOB IIPOMCXO-
IUT 32 c4eT paGoTH APYTHX MOCTHKOB, KOTOPbIE B 3TO BPeMs Hemocpen-
CTBEHKO B3aUMOREHCTBYIOT C HUTAMU aKTHHA. VIHBIMHU CJIOBaMM, Kax bl
MOCTHMK He MPOCTO <IlAraeT» BAOJb HHTH, PABHOMEPHO <«CTYNAas» MEXAY
COCeIHUMH 3BEeHbSIMM aKTUHOBOM LlenH, a Kak Gbl «IIPbITaeT» BAOJb Hee.
JnMHa TakHX <NPBDKKOB» cocTaBiasgeT 36 — 38 HM, YTO MHOTOKPATHO
IpeBbINIaeT pa3Mep UHAUBHAYabHOro mara (4 HM). TakuM 06pa3oM, co-
KpallleHMe MBIILIeYlbIX BOJIOKOH 06eclieYMBaeTcd 3a CYeT KOOIepaTHBHOM
Pa6oTh! 60JIBIIOr0 KOJHUYECTBA MOJIEKYJI MHO3HHA, COGPAHHBIX B TOJICTHIE
IMTH. [IBikeHue myd4ka MOJIEKYJ MHO3MHA BROJb HHUTH aKTHHA MOXKHO
CPaBHHTD C MlepeTaCKMBaHNeM 6peBHa 6OJIBIIOH rpynnoil paGoTHUKOB, U3
KOTOPBIX JHLtb He6ombiuas yacts (10 — 15 %) omupaerca Horamu Ha
3eMJII0, B TO BPEMSI KaK BCE OCTaJIbHble BUCSAT Ha GpeBHe, He KacasiCh 3eMJIH.
Koorneparusubiii crtoco6 pa6oTh! MOJIEKY.1 MUO3HHA, XaDAaKTEPHBIM [ CKe-
JIETHBIX MBI, BCTPEYAETCS TAKXKe B HEKOTOPBIX APYTHX COKPATHUTEbHBIX
CHCTEMAX.

W3spectHa, om1axo, 6oJbliiasi rpyIia MOTOPHbIX GeJIKOB, KOTOPBIe pabo-
TAIOT HHMBUAYAJIBHO; HX [HK/JI MEXaHOXUMUYECKMX NPeBpaleluii IpoTeKa-
€T B PaBHOMEDHOM DeXUMe, a epeMellieHne TPOMCXOANT OTAEbHBIMH 1la-
ramMu. K TakuM GesikaM OTHOCATCA HEKOTOpbIE KJIacChl BHEMBINIEYHBIX MHO-
3HHOB, PabOTAIONIMX B KJETKAX )XHBOTHBIX M PACTEHMI IPH [epeHoce MoJie-
Ky U opradesin. [Ipocrelime Moaeky b1 MHO3KMH2, BBIOJIHSIONINE PaGoTy
HHIMBHY A/ IbHBIX llepeHocyuKoB (MMO3MH Kaacca 1), uMeloT rjo6y ISIpHYIo
<TOJIOBKY» M KODOTKMH «XBOCT». JIBHTasiCh BAOJIb HHTH aKTHHA IIMTOCKeE-
JIeTa, MOJIeKy Ta-TlepEHOCUMK MO>KeT TALHTD 3a co60i opraHesury, K KOTopoi
OHa IIPUKPEIL/ISIETCA CBOMM «XBOCTOM>» . [[BIbKeHHe opranesUl HabIoA2I0T B
HEKOTODBIX KPYIHbIX KJETKaX, TAKMX, KaK FHTAHTCKHe KIeTKH 3e/1eHoH Bo-
nopocu Nitella. Mnrepecha cTpyxTypHas OpraHu3alys TPaHCTIOPTHOR cit-
CTeMbl, 06eCIeYnBaloLIell UMPKYJISLMIO LIMTONJIA3MBb! B KJETKaX BOAOPOC/IH.
Ha nepucepun KJIeTKH, PSAOM C I1a3MaTHYECKOH MeMOpaHoit, HaXOMHTCA
CJIOH XJIOPOIJIACTOB, IPHMBIKAIONMX K TaK Ha3bIBaeMOMY KOPTHKAJILHOMY
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CJI0I0, KOTOPBIH COMEPXHT MYyYKH aKTHHOBBIX HUTel. Mexay HelmoABHXK-
HbIM KOPTHKAJIbHBIM CJIOEM U MeMGPaHO# BaKyoJIH PaclloJoXKeH CJIOH ABK-
XKyeiicsl HUTOIIa3Mbl, B KOTOPOM HaXOJATCS sApa, MUTOXOHAPHH U IPYTHe
opraiesibl. MoJiekyJibl MMO3HHA COBEPIIAIOT KPYTOBOE JBMKEHHE BHYTPH
KJIeTKM, PABHOMEDHO lTepeMenlasiCh BAOJIb HUTeH akTHHA U YBJIeKas 3a Co-
6oit cCpaBHUTEJIbHO KPYIHbIE Oprate bl (MUTOXOHIPHH, SHAOIIa3MaTHYe-
CKHil peTHKYIyM, aapa u Ap.). CKOPOCTb IlepeMeIeHUs OpraHe/Isl COCTaB-
aser SO0 — 75 MM /c. Brarogaps 3ToMy B KJIeTKe BOAOPOCAU BOSHHKAET
LMPKYJIAINS HUTONJIA3MBl, 32 CUET KOTOPOH ee CoNEpXKMMOe lepeMelBaeT-
cs ropa3zio 6picTpee, YeM npu npocroit auddysun. Mssectno, yro npu
OCBEILleHHH PACTEHUIT XJIOPOIIACTBI GBICTPO ITepeMeIaloTcss BHYTPH KJIETKH,
co6Hpasich BOIN3N KJIETOYHOM cTeHKH. Bo3MoxkHO, 3TH heHOMeHbI CBS3aHbI
C ABWKEHUEM IMTOIJIA3MBI IIPH BBINTOJTHEHUM KJIETKOH olpeneeHHol dyk-
uun. [elicTBUTEIbHO, 61arofapsA AMHAMHUKe HUTOCKedeTa Gu6pobiacT Mo-
KeT MeHATb HOpMYy M HaNpaBjeHHe ABHKEHHS B OTBET Ha HM3MeHeHHs
okpyxatoweii cpeapl. HecMoTps Ha BHellHie pa3/IH4ds, MEXaHU3MBbI ABHKe-
HUA GHOPO6IACTOB U POCTA HEPBHBIX OTPOCTKOB CXOZIIbI: ONM BKJIIOYAIOT
CO3/jaHMe BHELIHUMY (PaKTOpaMu HePaBHOMEPHOCTH NIPHUKPENJIEHUS U CTa-
OUJIM3ALHIO 3THX Pa3JIMYMi IBYMS UUTOCKeeTHbIMM cucTeMaMu, Ocoben-
HOCTb HeH{POHOB 3aK/II0YaeTCsl B Ype3BbIYaliio AAUTEIbHOM U CTOHKOH MUK-
POTPY6OUKOBO# CTaOUIN3AIMH OTPOCTKOB, <J0JIOBDEMEHHOH MaMATH» .

3.5. KIETOYHBIE MEXAHHU3Mbl HMMYHUTETA

[IpoHrkHOBEHHE MMKPOGOB B TKaHM, X Pa3MHOXKEHHE CJIY>KaT CUTHa-
JIOM K MOGMJIN3aLUH 3aIUTHBIX KJeToK. KakuM 06pa3oM 3amMTHbIEe KJET-
KM, LPKYJIUPYIOIIE B KDOBU WIH OCEBLIME B OpraHaxX M TKaHAX HMMYHHOH
CHCTEMBI, OTAAJIEHHBIE OT «BXOJHBIX BOPOT» UH(DEKLMH, TTOTYYAIOT CHIHAT
06 OmacHOCTH? IDTOT IPOLECC OCYLIECTBJAETCS C INOMOILBIO CeMeiicTBa
MOJIEKYJI, IOJYYMBIIMX HasBaliMe LMTOKHHOB (rped. kytos — «kieTkas,
kinetikos — «cBssanHBIl ¢ ABMKeHUeM» ). J{alHble MOJIEKYJIbI ABJAAIOTCA
mepeHOCYUKaMM CUTHAJIa OT KJIETKH K KJeTKe. B reroMe KjieTkH UMeIOTCA
clelajibHble TeHbl, OTBETCTBEHHbIE 32 CHHTE3 OIpe/ie/IeHHbIX 1IMTOKUHOB.
J1o OpbI OHU HAXOASATCSA B «HEAKTHBHOM» COCTOSIHHH, HO IOCJIe TIOTyYeHUs
CHI'HAJIa O TPOHHKHOBEHUH MUKPOGOB-TIapa3NuTOB aKTUBU3HPYIOTCA. C HUX
CYHTBIBAETCI MHAOPMALHA O CTPYKTYPE COOTBETCTBYIOIMX GeJIKOB, 3aTeM
OCYIECTBJIAETCA UX CHHTE3, M TOTOBbIE MOJIEKYJIbl HUTOKMHOB HaYUHAIOT
BbIZAESIThCA (CEKPeTHPOBAThCA) KJIETKOM B OKpy Xalomylo cpeay. s soc-
[IPHATHS H PacIlO3HABAHUA PAa3JIMYNbIX CHTHAJOB KJAETKH HECYT Ha CBOeH
IIOBEPXHOCTH PeLenTopsl, creyndudecKue A1 KQXKA0To UATOKUHA. TakuMm
006pa3oM, UMTOKHHBI, ABJISISICh eJHHHIIAMK CBOEOOPA3HOrO sA3bIKa MeXKJe-
TOYHOro OOLIEHMS], TIO3BOJISIIOT KJIeTKaM 001IaThCs, B3aMMOeCcTBOBATh, 00be-
JHHAA CBOM yCHHA B 6opb6e ¢ MukpoGamu-napasutamu (puc. 3.44).
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BakTtepus

v ®HO
/ \\<I/IJI4

Penentop

Makpodar

Makpodar

Puc. 3.44. llpoaykuns u peuenmmsa mutokntHos. Ha nosepxHocTn GakTepuu-napa-
3MTa MMceTcs curHasbhas monekyna (JITIC), koTopasi pacmosHaeTcsi CMEIMaJbHBIM pe-
[IENTOPOM Ha MoBepxHOocTH Makpodara. OT pelenTopa WAET CHrHaJ K aKTHBAIMH TCHA,
OTBETCTBEHHOrO 3a CUHTe3 uHTepieiknna-1 (VJI-1), HaunHawoTCa CHHTES 3TOM MOJEKY BT
n ec cekpenus. pyro#t makpodar Hecer peuentop mna WJI-1, yepes kotopsiil maet
CHMTHAJ K €r0 reHy, OTBETCTBEHHOMY 3a cuuTes hakTopa Hekposa onyxoseii (DHO), un

3aNMyCKAITCA CHHTE3 M CEKPCUMUA 3TOro UHTOKUHA

PaccMOTpUM, KaK CKI2AbIBAIOTCS TaKUe MeXXKJETOUIIble B3aUMOOTHO-
1IeHust, 1a npuMepe Makpodaros u T-mumdounroB. Ha nosepxuoct Mak-
podaroB HaXOASITCS MOJIEKYJIbI-DELENTOPb!, KOTOPbIe CBA3BIBAIOTCA C TOK-
CHHaMH, BbIPaGOTAHHBIMU MUK POGaMu-TIapa3uTaMu. PacnosuaBaiiie TOKCHIIA
TIPUBOMMT K JBHXXeHHUIO Makpodara B 061aCTb MPOHHKIIOBEHHSI MUKPOOOB.
B ouare undexuun Makpodard ocymecTBasioT haronTo3 MUKpo6oB. [ei-
CTBHE TOKCHHOB aKTUBUPYET MHOTHUe relibl Makpodara U CTHMYJIHPYyeT Mpo-
M3BOACTBO UUTOKUHOB, Takux, kak WJI-1, koTopble ¢ TOKOM KpOBH IOIaja-
IOT B MO3T H JefiCTBYIOT Ha LelITP TepMOperyJsiuuu. B peaybraTe n0BbI-
I1aercs TeMNepaTypa Tesa, T. €. 3aHyCKAeTCsl OJHH M3 MEXAHH3MOB 3al{UThI
OpraHu3Ma, Tak Kak MHOTHEe MHKPOGB! CHUXXAIOT CKOPOCTh Pas3MHOKEHUS
IIpH NOBBIIIEIIMY TeMiepaTypbl. Te ke Mosekynast UJI-1, neiicTBys uepes
COOTBETCTBYIOIME PEUENTOPHI, TEPEeAAIOT CHrHAJ Ha TUMAONUTDI, 1 3amyc-
KaeTcsi pacluupeHHblif MMMynHbIi oTBer. M1JI-1 cmocoGen 3amyckartbh Kac-
KaJl MPOAYKIMK APYTHUX HMTOKHHOB, MOJYyYHBIIUX I1a3Baumne WNJI-2, -3, -4
M T. A., KOTOPbIE HAXOASAT COOTBETCTBYIONHe perenTops! Ha T-, B-mimdo-
LHTaX U APYTUX KJETKax, epefaBasi HM CHIHAJbl, aKTUBHPYIOIHE UX OT-
JAenblible GYHKUMH. XOTA UMMYHHbBIH OTBET 3anmyckaeT Makpodar, ToJIbKO
JuMGOUUTDI 061aaI0T PEUeNTOPaMH A Paclo3HaBaHUA 4YXXePOJHbIX
MOJIEKYJl — allTUrelioB — M MOTyT o6ecleyuTh WMMYyHIbI oTBeT. OT
KJieTouHol MeMOpaub! T-1uMdonuuTa Kk AAPY NAYT OAHOBPEMeHHO IBa THIIA
CHIHaJIa: OT AaHTUreHPACIIO3IIAIONIEro PELENTOPa ¥ OT pelenTopa, CBsA3aBllle-
ro UJI-1. IIpu TakoM KOMILIEKCHOM Bo3ZieicTBUM B reHoMe T-mMdouuTos
aKTHBUPYIOTCS Telib He ToJIbKo camoro WJI-2, o 1 penentopos, cneuuduny-
HbIX K HeMY. 3aTeM cuniTesupoBainubiii B T-mumdounre WJI-2 HaunHaer
neficTBOBATDH Ha NIPOU3BE/NINE eT0 KJIeTKH, B HIX aKTHBHPYETCS ITporecc
JeneHns, W 3a CYET HTOr0 yCHIAUBaeTcsl HyNKIMs KIeTOUHON MOy TALUH
T-numbouuToB.
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3.6. KJIETOYHBIE MEXAHU3MbI IEPECTPOMKH BEJIKOB

3BeCTHO, YTO HATHBHASA, TPeXMepiasd CTPYKTYpa 6enKa yCTalaB/UBaeT-
Cs1 B pe3yJibTaTe AeHCTBUA LeJIOro Psiia SHEPreTHYeCKHX M SHTPONUMIIbIX
(haxropos. XapakTepiible BpeMeHa MIIOTHX BHYTPUMOJIEKYJIAPIIBIX U3MeHe-
HUH, B TOM YHCJie M ¢epMelTaTHBHbIX POLECCOB, He pesbimaoT 1072 —
1073 ¢ u 3aBucaT or pH, TeMnepaTyphl ¥ HOIHOrO COCTaBa cpefnl. Takum
06pa3oM, U3MEHEHHs HOHHOTO FOMEOCTa3a MOTYT HENOCPEACTBEINIO BIHATD
Ha CTPYKTYpHble U3MeHeHHs B KJIEeTOUIIbIX 6e/IKaX H COOTBETCTBEHIIO HA UX
(yHKIHM M aKTUBHOCTb. PacCMOTPHM B KayecTBe pUMepa KOHGOPMAIMOH-
Hble NEepecTpoiiku 6eJKOB, MepeHOCALMX KUCJIOPOA, — reMorjofuna u
Muoraob6una. CTpoeHue 3TUX GeJIKOB, HaXOMAIIUXCA B KPUCTAIHNYECKOH
¢opMe, feTaIbHO U3YUEHO METOIOM PEHTTENIOCTPYKTYPHOTO anamsa. [Ipo-
CTPaHCTBO MEXKAY O-CIIHPAJIbHBIMHU YYaCTKaMH, B TOM YHCJIe NOJIOCTb aKTHB-
HOro LIEHTPA reMOBOii IPYNITbI BHYTPU MOJIEKYJ 6eJIKa, 3al0THEHO THAPO-
(ho6HBIMM 6OKOBBIMM LENSIMH AMMHOKHCJIOT, 2 B OKPYXaULYIO BOAIIYIO
CpeRY BBICTYIIAET MHOXXECTBO MOJAPHBIX 6eNKOBBIX Hemeil. MoJsiekyna re-
MOTIOGMHA COCTOMT U3 yeThipeXx cyObeaunun (ase o u g8e B), o6pasyio-
HIMX IIPABUIbHBLE TeTpaMep. MoJteKy. bl BOAbI, IOKATH30BaHHbIE B 061aCTH
KOHTAKTOB Cy6beJuHUL, 06pa3yioT CoJieBble MOCTHKHM M JOMOHUTEIbIIO
cTa6u/M3upYIOT Terpamep. /Kejie30 MOXeT HaXOAUTHCA B BHICOKO- M 1TH3-
KOCIIMHOBOM COCTOSHMM B 3aBHCHMOCTH OT cmocoGa 3amojenusi d-
Op6UTAIM 2JIeKTPOHAMHU, KOTOPBIH olpesieserca npasuiaamMu Xynja. B ceg-
34 ¢ STHUM 3aN0JIHeHHe SJIEKTPOHAMM BHEIIHUX d-0pGHTalieit HOHOB ABYX- M
TPeXBaJelTHOTO JKe/le3a XapaKTepllo AJ1s1 CBOGOAHBIX HOHOB UM HOHOB B
COCTaBe COeMHEHHI ¢ MOHHOI cBA3bIo. CHTyalus MeHsieTcsl, KOrJa aTOMBI
’XKeJsie3a HAXOAATCS B KOMILIEKCE, r/ie CBA3aHb! JIMraHIHbIMM aTOMaMU KOBa-
JIEHTHOI CBA3BIO M BXOJAT B cocTaB reMa. CieAyeT NMOAYEPKHYTH, YTO
CIIMHOBOE COCTOSIHHE LEHTPATBHOTO ATOMA B KOMILIEKCE OTPe/IeIsIeTCSA Xa-
PaKTepOM JIMraHAHOTO OKPY>KeHHSA: CHMMeTpuel, CHIoif CBI3bIBAHHA
JUrag/ioB B KOMILTEKCe M T. 4. B CHJy 3TOro M3MeHeHHs B JHTAHIIOM
OKPY’K€HUH MOTYT IPUBOJUTH K U3MEHEHUAM B CITMIIOBOM COCTOSTHUHU HOHA
MeTaJl/a, YTO B CBOIO O4Yepe[b MOXKET BbI3BaTh U3MeHEHHsA KoHGopMaluu
6eska, ¢ KOTOPHIM CBSI3aH MOH MeTasna. VaMenelust CITMHOBOTO COCTOSHUA
MOHOB XeJIe3a, HHAYIMPOBaHHble IPHCOEMHEHHEM CYOCTPATOB, CMEHOM TeM-
HepaTyphl, 6BLIM IPOAEMOHCTPUPOBAHBI JUIA Psijla remonporeutios. [epe-
XOJA MOHA XeJe3a U3 HU3KOCITUHHOBOTO COCTOSTHUS B BBICOKOCITHHOBOE yBe-
JIMYMBAET AMAMETP HOHAa M MPHUBOJNUT K BBHIXOAY €r0 U3 IJIOCKOCTH TeMa,
4TO 06YCIOBJIMBAET U KOH(OPMALMOHHBIE UaMelleNdsa B 6mnxaiilieM «6e-
KOBOM» OKDY>KeHHH rema.

B BbIcOKOCIIMHOBOM cocTostHMH Fe?* o61aiaer KoOp IMHAIMOHHBIM YHC-
JIOM 5 M PacIoJIoXKeH BHe IIOCKOCTH reMa Ha paccrosnum 0,05 — 0,07 uM.
OH KOODAMHALMOHHO CBA3aH C YETHIPbMA ATOMaMH a30Ta MHPPOJbIIBIX
TPYIIT IIJIOCKOTO MOPGHPUIIOBOro KOJbLA, a B 5-M IOJI0KeHY B3aUMOAEiH-
cTByeT ¢ arToMoM N MMMIA301bHOTO KOJIblla THCTHANHA. OKCHrenanusa u
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o6pa3oBanKe CBS3U KUCJOPON —>Kejle30 He MEHSIOT BaJIEHTHOCTH aToMa
’KeJie3a, HO 1IePEeBO/ISTT €r0 U3 BHICOKOCITMIIOBOTO COCTOSIHUS B HH3KOCIIMHO-
BOe, yBeJMYMBas YMCJIO JUraHJ0B B KOOpAMHANMOHHON cdepe a0 6. B
6-M NOJIOXKEINH JKeJe30 KOOPAXHHPYETCS ¢ KUCJIOPOOM WU APYTUMH JU-
raHgaMy.

IIpucoenunenue KUCAOPOAa HHAYUUPYET PAX KOHGPOPMALHOHIIBIX
H3MelleNHH B MoJleKyJie reMorsio6una. Ces3biBaHNe KUCTOPO/A C EPEBO-
JOM aToMa jKeJle3a B IIM3KOCIIHHOBOE COCTOSIHUE CONPOBOXAAETCS OJHO-
BPEMeHIIbIM cCMeleHueM xese3a 11a 0,07 1M B IJIOCKOCTb TeMOBOI I'DYIIIbI.
ITo CMeleHNe NTepeaeTcs Yepe3 I'UCTHANH, ¥ CITUPAJIb BMECTE C 1IHM <II0/-
TATMBAETCSI» B CTOPOHY reMa K LIEHTPY MOJIEKYJIbl, BHITAJIKUBAs U3 MOJIOCTH
OCTaTOK THPO3HUNa. 3aTeM IPOUCXOAAT NO3TAIHbIH Pa3pPhIB COJIEBbIX MOC-
THKOB MeXy O-Cy0beUHHLAMH H CMEI[eHHe HX BAOJb 06JIaCTH KOHTAKTA.
Paccrosinue MexXy reMoM u O-Cy6beJUHHIIAMY YBEJIUYUBAETCS, 2 MEXKAY
reMoM U f-cy6peauHuiiaMi, Ha060poT, cokpamtaerca. Lenrpanshas moaocTs
TeMa IIPH 3TOM COXKMMaeTcsl. Pa3pbIB IIeCTH COIEBBIX MOCTHKOB M 0CBOGOXK-
Aenue mpotoHoB (3¢ ekt Bopa) xapakrephb! s 9THX KoldopMaruon-
HbIX U3MeHeHUH reMorao6una. B uesoM okcurenanus mepeBogUT KaXXJy1o
U3 CyObeMIIMIl H3 [e30KCH- B oxcukondopMmauuio. Paspeis yerbipex
COJIEBBIX MOCTMKOB W3 ILIECTH IIPU OKCUTreHalUUU IEPBBIX ABYX O-CyObe-
AWHUL CHOCOGCTBYET Pa3phIBY ABYX OCTAJbHBIX MOCTHUKOB M, CJ€OBA-
TeJbHO, O6Jier4aer coeJWHEHHe CJAeRYIOIUX MOJeKyad KHCJIopoJa ¢
OCTaJIbHBIMH CYObEeIHIMUAME, YBEeIUYNUBast CPOACTBO UX K KHUCJIOPOAY B
HECKOJIbKO COTell pa3. B 3ToM H COCTONT K0OnepaTUBHbIN XapaKTep IPHCO-
eUIIeHHs KUCJIOPpOJa K TeMOrJIOGHHY, TIPH KOTOPOM HayaJjlo OKCUTEeHAIIHH
mocefiiero o6Jeryaer CBA3bIBaHUE OCTAJIBHBIX MOJIEKYJT KMCJOPO/A.

Hcnosb3oBariye Ja3epHoro W3aydeHus ¢ AJIMIION BOJIBI MTOTJIOUIEHNS B
auanasoHe P-nosocsl nopdupuHa U B6AM3KM Hee O3BOJSET PETUCTPUPO-
Batb ciexTpbl PKP nporonopdupuios B uesbix kaerkax (apurpounTax).
B stMXx cnexrpax AOMHHHPYIOT JUHMH, Jexamue B obgactu 1 000 —
1 650 cM™!, KoTOpBIE 06YCIOBIEHDI IOCKOCTHBIMH KOJTE6aHMAMHU CBA3ei
C—Cu C—N u nedopmanmonbiMy kojebaunamu C —H. HekoTopsie u3
HUX NOABEPIKEHBI BJHSIHUIO XHMHYECKHX TTPEBPAIeHNH, TPONUCXOASAIINX C
ATOMOM >KeJsie3a, H MOTYT GbITb UCITOIb30BAHbI AJIS U3YUEHUSA CTPYKTY Dbl
Makpoumkaa, [Ipu uaMeHeHMH COCTOSHHMSA OKHUCJEHHS aTOMa JKeje3a OT
Fe(III) x Fe(Il) na6moaaercs CHMKEHHE YaCTOThl HEKOTOPBIX CKeJETIIbIX
KoJnebaimii mopdupuiia. Ilonoxenne 3Toif M APYruX XapaKTePHBIX I1OJOC
cniexktpa PKP orpaaer sacenielHOCTb 3J1eKTPOHaMy T-opGuTtaneit mopgu-
puHa. C ee yBesMueHHEM CBsI3H B MOP(HUPHHE CTAHOBATCS MeHee NPOYHBI-
MM, YTO BHIDAXKAETCA B CHHKEHMHM YacTOThl KoJeGaHuii. 3ace/leHHOCTDb
T-op6uraeit noppupuHa BoapacTaeT 3a cueT 06paTHOTO lepexo/a 3J€KT-
POHOB ¢ T-op6uTaneit aroma xene3a. [lockoabky mpouecc CHIbHEE BbIPA-
xen nyst Fe (11), yem s Fe (111), nmosochl, XxapakTepH3aylonye COCTosHue
OKHUCJIEHHS, CABMHYTH! B 06.1aCTh 6oJlee HU3KMX 4acTOT /A reMOoB C Fe(ID).
[Ipu TakoM noaxoze mo6oit adpdext (B ToM ynCIE H3IMEHEHUA COCTOSHHUA
OKMCJIEHHOCTH aTOMOB JKeJie3a), KOTOpbii BbI3biBaeT H3MEHEHHA B paclpe-

135



JleleHUH 3JIEKTPOHOB Ha T-op6urasisax mopdupHiia, MOXeT NMOBAUATh Ha
YACTOTY COOTBETCTBYIOLIMX XAPAKTEPHCTHYECKHX JIMIHH. JTa YacToTa CHIBHO
MEHAETCS, HAIIpUMeEp, €CJIM AKCHAJIBIIbIH JTUrai/l, HMelonMi T-opSuTaib, Mo-
XeT B3aUMOAEeHCTBOBaTb ¢ OpOUTAIAMM NTOPGUPHHOB Yepe3 dT-3JeKTPO-
HbI aTOMa XeJe3a. AKCHAJIbIIbIH TT-3/IeKTPOHIIBbIN JOHOD MIPUBOAMT K AOMOJI-
HUTENBHOMY TIepeXofly dT-2JeKTPOHOB aTOMa XKeJjle3a Ha M-opOUTanu mop-
¢hupuHa ¥ BHI3BIBAET CHIYKEHUE YACTOTBI 110JI0C, XaPaKTePU3YIOLUIUX COCTOSA-
HMe OKMCJIeHUs, IO «HETUITHYHEIX > BEJIHYHH.

3.7. CBEPXCJ/IABOE CBEYEHHE KJIETOK

JKusbie OpraHuaMsl, UX TKaHU H KJIETKH IIPH aKTUBHOM JeJIEHUH CIIO-
co6Hb! u3ay4atb Y D-doTonbl, ob6nagannine MUTOreHeTHYeCKuM addek-
ToM. JTO 6bLIO ycTaHOBJeHO B 1920 — 1930-e IT. pyccKMM yuennM
A. T. T'ypBuueM U ero CIOBUXHUKAMH, KOTODBIE JUIS 00HAPYXeHUS JaHHO-
rO M3Jy4YeHHsI IPUMEHAIH GHOTeCThl. 3HAYUTENBHO MO3XKe B 11eCKONbKHX
He3aBUCHMBIX 1a60paTOPHAX ¢ UCTIOJAb3oBaliueM PIDY 6b11H 06HAPYKEHDI
HCTOYHUKH caaboro Y D-u3nyueHus B AMana3oHe UIMH BOJAH oT 250 10
380 1M (xy/IbTypBI ApOXKKeH, KMIeUHOH TTATOYKH, MUKPOCTIopoLuTe!). Tpya-
HOCTH U3y4eHHUs 3TOr0 3ddexTa CBA3AHDI C TEM, YTO Y (P-U3MyyeHHue 6HO-
JOTHYeCKUX OGBEKTOB 3aBMCHT OT IOTJIOIEHUSA MMH BHAMMOrO CBeTa, a
perucTpaums usnydeHus ¢ nomousio @Y Tpebyer NoMellenysa o6beKTa B
MOJTHYIO TEMHOTY. B cBa3u ¢ aTuM As1a GoJblleli Ha/le’)KHOCTH BbISIBJIEHUSA
cna6oro Y MD-cBeueHUs y GHOJIOTHYECKUX 06BEKTOB HeOOXOAUMBI CTPOTHE
TpeGoBaHUA <«CJaenoThi» yabTpaduoaeroporo MY k BuauMoil obaacTu
CITEKTPa, 2 TAKUE AETEKTOPBI He HCIIONb30BAKCD B 3THX paboTtax. B macro-
suee BpeMs CymecTBYIoT (DY, He HYBCTBUTEABHBIE K CBETY C AJTMHAMU
BOJIH IO Kpaiineit Mepe 6osiee 365 1M,

Ceituac yxe HeT COMIEHMIH B TOM, YTO HEKOTOPBIE TKAIIK U KJETKH
HBBIX OPTraHU3MOB CIIOCOGHBI U3 My4aTh 6oJiee IJMHHOBOJHOBDIA CBET, YeM
Y@, HeBUAUMDIIT HEBOOPY>KeIIHbIM IJIa30M, HO TeM He MeHee HHGOPMHPYIO-
1M 0 HEKOTOPBIX BAXKHBIX OKUCJIHTETBbHO-BOCCTAHOBHTENIbHbIX PEAKIMIX
B KJIETKaX, 00S13aTeJbHBIMU YYACTHUKAMHU KOTOPBIX SABJAIOTCA aKTHBHbIE
¢opmb1 KMCIOpOAa M APYTHE CBOGOAHDIE PAAMKabl, IPUBOAALINE K 06pa-
30BaHMIO 3JIEKTPOHHO-BO36Yy XK AeHHBIX MPOAYKTOB. Bniepsnie mocroBepnoe
cBepxcaaboe M3Ny4YeHMe JKHUBOH TKAaHM B BHAMMOM QHAaNa3oHe CIEKTpa
obnapyxeno B 1954 r. JI. Koanu ¢ coapropamu. OHM 3aperucTpupoOBaIM
caabyio moMuHecueHIHIO (IIeCKOJIBKO COT MMITYJIbCOB B CEKYHAY) OT KCT-
PaKTOB pa3JMYHbIX YacTeH pacrenuit. Oanako Jumb B Komue 1950-x rr.
b. H. TapycosbiM 66111 TpOBeJElB! epBble CUCTEMATHYECKHE UCCIeI0Ba-
Hug CCH xuBbIX 06BEKTOB ¢ OMOUIBIO BHICOKOYYBCTBHTEIBIBIX YCTAHO-
Bok ¢ npuMenenneM PIY. Bouto obnapyxeno CCH ummpoxoro xpyra
HHTAKTHBIX OPTaHOB, U30JUPOBAHIBIX KJIETOK, TKAHEBbIX TOMOTEHATOB ITO-
3BOHOYHBIX M 6eCIIO3BOHOYIBIX XMBOTHBIX, PACTelHil H PAAa peakluii B
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npobupke. B ormune or cuIbHON 6MOMIOMHHECHEHIIMH, XOPOILO BUAMMOIH,
HPHCYIEe HEKOTOPBHIM NIPECTABUTENAM GaKTepHil M JKUBOTHOTO MUDa, H3-
ayyaroumM 10 103 — 104 GoToHOB B 1 € ¢ BHICOKMM KBaHTOBbIM BbIXOA0M
(¢=0,1 — 1,0), 1 XeMUTIOMHHECLIEHLIMH HEKOTOPBIX XUMUYECKUX PeaKIuii
(¢=0,01 — 0,50), CCHU xapaxrepuayercsa B 103 — 108 pa3 6oaee caaboit
HHTeHCHBHOCTbIO. CIONTaHHasi SMMCCHUA CBETa YacTO He npesbimaer 1 ¢o-
ToHa B 1 C Ha KJIETKY, a B llepecyeTe 11a opraH cocTasJger a0 101 ¢oronos
B 1 ¢ Ha 1 cM? u3ayuvaroleit mosepxnoctu Tkanu, wim 20 000 dororos B
1 cus 1 cM3. Ecau xiterka (narmpumep, rematouur) uMeer paauyc 20 MKM,
to B 1 cM3 comepxurca 2,5 - 108 kieTok, Mo3ToMy Ha KJeTKy IMpHXO-
aurcs 8 - 108 uamyuaempix B 1 ¢ horoHoB. O6bIUIIO peakiHu, OTBETCTBEII-
HBIE 33 CBEPXCJAa0YI0 XeMUTIOMAIIECHEHITMIO, MMEIOT MAKCMMAJIBHO HU3KHii
KBalig;OBblﬁ sbixof (¢ 6piBaer B npefenax 1073 — 1078, a unoraa 1079 —
10719).

CCH xuBbIX KJIETOK M TKaHell ABjiAerca ceAcTBHeM peakcaiuu IBC,
BO3HUKAIUIUX B X0Ze CBOOOHOPAAUKAIBIBIX OKHUCIUTENbHO-BOCCTAOBHU-
TeJbHbIX peakiuii, B YaCTHOCTH NePOKCHIAIMH HEKOTOPBIX MOJIEKYIAPHBIX
cy6ectpaToB. B peakumax pexomOunauuu cBOGOANBIX pagukanios u ¢dep-
MEHTaTHBHOTO U Hed)eDMEHTATHBHOTO PaCUIeIl/IEHUS TEPEKMCHBIX COeUITE-
Huil (KOTOpbIE B JIIO6OM CJydae NMPOTEKAIOT MO MyTH OAIO3JEKTPOIIIOTo
BOCCTAaHOBJIEHHS KHUCJIOPOAa) OCBOGOXKAAIOTCA MOPLUMH SHEPTHH, SKBUBa-
JIeHTHBIe KBAHTaM BHMMOTO H Jake YIbTpadHOJETOBOTO CBeTa. Peasu3sa-
uusi OBC MoxeT 6BHITb pasau4HOll B 3aBUCUMOCTH OT TOrO, B KAKUX YCO-
BHUAX BO3HHUKJH 3TH NPOJYKTHI 3JIEKTPOHHOr0 Bo36yxaenud. Ecau 3BC
reHepUpPYIOTCS JOCTATOYIIO PEAKO M B YCJAOBUAX, KOTAa BO36Y)KAEIHbIE
YaCTHIB! 3a CYET GPOYHOBCKOTO ABMXKEITHS CAYYAHIIO CTaAKHBAIOTCA C He-
BO36Y>XEHHBIMH U Pa3HOPOJHBIMU MOJIEKYJIaMH, SHEPTHA BO36Y K AeHUS
MOYTH CPa3y NMEePEXOAUT B TelsoBylo. IIpu 3TOM BO3MOKeH, HO ¢ MaJoi
BEPOSATHOCTBIO, CIIOHTAINBIN NTepeXol U3 BO36Y>KAEHHOro COCTOAIIUSA B OC-
110BHOE, CONMPOBOXAAIOMMICA N3JIydelineM KBaHuTa cBeta. I[Ipu Hajiuyuu B
cpele, KJeTKaX, TKaHAX CyOCTaHIMii, CIIOCOGHBIX MOTJIOTHTD STOT KBAHT, OHH
BO3GYXAAIOTCA, a jajiee 6O BHICBEYUBAIOT €10, TMGO MEPEBOJAT B TEILIO.
DHeprus OT BO3GYKAEHHOH 4YacTHUB! K APYrOod MOMET IepeaaBaThCs
6e3bl3ydaTeIbHbIM ITyTeM. Takoil meperoc oCymecTBAAETCA MPAK THYECKH
MTHOBEHHO Ha 60JIbliMeE B MOJIEKYISIPHBIX MaclITabax pacCTOsIIMA U Peau-
ayercs TeM apdexTUBHee, YeM Bbllile YPOBEHb CTPYKTYPHOM OpraHu3aluH.
VIMeHHO TaKHe YCJOBHS XapaKTepHb! JJIs1 BHYTPeHHeH Cpefibl )KMBbIX Opra-
1{U3MOB, UX TKalell ¥ KJIeTOK, rie 6Jarofaps MOJEKyAPHON U HaMOJIEKY-
JIIPHOM OpraiM3alMH UTOIIA3MBbI JOJKHA CYUIECTBEHHO CHU3HTHCS BEPO-
SITHOCTD Auccunanuy sHeprur IBC B Temio, HO MOBBIIAETCA BEPOATHOCTD
ee IaKOIJIeHHA B MaKpOMOJEKYJaX, HaJMOJeKyJApHbIX aHCaMOIAX H
6e3bI3Ty4aTeNbIOrO epepacpeie/ieHist MeXXIY HUMH.

TToCKOMBKY KOS KUCIOPOAA, BOCCTAHABJIUBAEMOrO B OPranu3Me JKH-
BOTHOTO O OAIO3JIEKTPOIHOMY IIyTH, BeCbMa 3Ha4YUTeIbHA, TO M HHTEHCHB-
noctb redepaunn IBC gomxHa GbiTh BBICOKA. 3a MOCaeRHHE HECKOIbKO
JIeCATUIETHI TIOSABHJICS I'POMa/IHbIN MACCUB JAaHHDIX, CBUAETETbCTBYIOUIHX O
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TOM, 4TO BCe 6e3 UCKJIIOUEeHHs )KUBBIE CUCTEMBI U JaXe uX ¢dparMenTs!, B
KOTOPBIX COXPAIISIeTCss XOTA Gbl KaKoii-To ypoBenb MeTa6oIn3Ma, U3 Iy4aloT
CBET, IIPUYeM CIOCOGHOCTD K €r0 UCIYCKAHUIO CTPOTO 3aBHCHT OT IIPUCYT-
CTBHA KUCJIOPOoAa. B nomapasioneM 6oabIIMHCTBE CIy4aeB CBET HCITYCKa-
eTcsl B 06JIACTH CBEPXHU3KHX UnTeHCUBHOCTel, [lensti pax opranuaMos
6UOMOMHUNECHUPYET, T. €. HCITYCKAET CBET, BUAUMBIN HEBOODY K eHIbIM IJIa-
30M, 3a CUET HaJIMYUs 0COGBIX 6eJIKOB ¢ TPOMaIIbIM KBAHTOBBIM BBIXOJOM,
KOTOpbIe NPeo6pa3yioT B BUAUMBIN CBET 3HEPrHIo, 0CBOOOXKAaEMYIO IDH
OTHO3JIEKTPOIIHOM BOCCTAHOBJIEHUM KUCJOPO/A.

CCH moxer Takxe o6pscHATBCA (hayopecueHIed CHHIJIETHOTO KHC-
JopoZa U ero AuMepos 1 docdopecuennueil Bo36yKIEHIbIX KapOOHUIb-
HBIX COeIMHEHHH, MOJYYAIOUUXCA B Pe3yJIbTaTe pacla/ia JUOKCHITAIIOB H
TETPAOKCUAOB. B onpesiesielbIx YCAOBUAX TaKKe PeaKLUK, COMIPOBOXKAAIO-
ummecss CCUY, MoryTt nmporekarp N0 MeXaHU3My TaK Ha3blBaeMBIX BBIPOXK-
JEeHHO-Pa3BeTBJIelHbIX UEMIBIX MPoLeccoB. (DU3MKO-XUMHUYECKash CHCTEMA,
B KOTOPOH MPOMCXOJAT TAKOro Poja MPOLECCH, HEPEXOAUT U3 KBA3HPABHO-
BECHOr'0 COCTOSIHMS B HEPABIIOBECHOE, IIPUYEM B OIIpefie IeHHBIX YCIOBUAX
HepPaBHOBECHOCTb CHCTEMBI MOJKET MOANEPKUBATHCS B TeYEHHE NIUTETbHO-
rO BpEMEHH 3a CYeT ITOCTOAHHOM NPOAYKIMY B Hel aKTUBHBIX YaCTHL.

BoabumiicTBo aBTOPOB cuuTtanT, 4to CCU — 3T0 no6ouHoe siBaelne,
1le urpalomee PyuKuronasbHO 3HauuMoit poan. Oxnako eme I'ypsuy na
OCIIOBAIIMH IPOMaJHOTO (PaKTHUECKOTO MaTepuana, MoayYeHioro UM ¥ Apy-
THMHM aBTOPaMH, PaGOTABIIMMH B 3TOH 061aCTH, YTBEDPXKAAJN, UTO 3JIeKTPOH-
Hoe BO36Y>KelHe B )XUBBIX KJETKaX BO3HUKAET 3aKOIIOMepIIo B xofe 06-
Mella BELeCTB M 11e00XOAUMO [ 1I0PMajibHON XKH3NeleATesbliocTH. B
nocieqyee BpeMsA MOABHJIOCh MHOTO CBHUAETEJbCTB TOrO, YTO B JXUBBIX
CHCTEMaX MOCTOSHHO MPOTEKAIOT IPOLIECCH], TPHBOASALIME K HEITPEPBIBHOMY
BO3HUKIIOBEHHUIO 3JIEKTPOHIIO-BO30Y XK AeHHbIX YaCTHI. 3a CYeT UX SHEPTUH
B KJIETKE MOTYT OCYINECTBJATBCA 3HEProeMKue mpouecch, ¢GoTOMORYIHpO-
BaTbCA aKTUBHOCTb (epMeHTOB M T. A. CylllecTByeT MHeline, 4YTO
U3JIy4eHUs B PasHBIX OOJACTSAX CIIEKTPa MOTYT MMeTb (YHKIIHOHAJIbHOE
3HayeHUWe, IPUYEM HX PeryaaTopHas (GyHKLHMS peaM3yeTcs], Kak IPaBHJo, B
06/1acTH O4YeHb HU3KUX HHTeHCHBHOCTel. KpoMme TOro, BO3MOXHO, 4TO
co3faBaeMoe BO30YXAEHHBIMU YaCTUUAMH 3JeKTPOMAariuTHOe MoJe M
H3JIy4YeHUs, COMYTCTBYIONIME €10 OCLHISIIUSM, UTPAI0T HidOPMALIMOHHYIO
POJIb.

OcHnoBrio#t MaccuB fanubIX B obaactu uccaegosaimit CCY 6uoobnex-
TOB ObIJT HAKOIJIEH IIPU H3YYeHHH XeMUTIOMHIECHEHIIMY, COIIPOBOXAaIoNIell
renepaumio ADK, nin Tak Ha3biBaeMblil OKUCIUTEbIIbIA B3PbIB, B IIpena-
paTax OYMINEHIIBIX CYCIen3uii HeHTPO(UIOB MM 112 CHJIBHO Pa3BeAeHHOMH
kpoBu. OnHako HepasBefeHNIasd KPOBb TaK)Xe MOXeT GBITb UCTOUHHKOM
H3JIy4eHus1, TPOHCXOAILETO B Pe3yIbTaTe BTOPHYHBIX POLECCOB, 06YCIOB-
Jennbix tpaHcdopmMauneit IBC B cucreme. MUTeHCHBHOCTD U HEKOTODBIE
npyrue napaMerpbl CCH MOTyT MeHATHCSI B 3aBUCUMOCTH OT COCTOSIHHS
AKHBOTO 06BEKTa, ero (HIHOMOTHYECKHX H GHOXMMHYECKUX OCOGEHIIOCTel,
OT CHJIbI ¥ XapaKTepa BO3AeiCTBUIl, BAMIOUMX Ha pasHble YPOBHH 6HONO-
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ruyecKkoif opraim3anuu. B pasible epuoab! >xu3lieAeaTENbHOCTH MEIISIOT-
¢ MeTa6oJMyecKass aKTHUBIIOCTb JXMBBIX OPrallM3MOB M COOTBETCTBEHHO
addexrurnocts CCH, npuueM cymectsenHo. [Ipu ycunennn notpebaenus
KHCJ0pOJa CBETOBOH CHTHAJI MoBbIlIaeTcd oT 2 A0 10 pa3 B 3aBUCUMOCTH
ot Tkauu. Hanpumep, B morapudmMudeckoii ase pocTa KyAbTYpsI APOXK-
xkeit Saccharomyces cervisiae CCY 6osee unrencusiio, 4eM B CTaiuonap-
HOii ¢aze. MakcumyM cBetoBoit amuccuu oT 1010 kjerox mpumepiio
5-10° ¢oronoB B 1c, uro sksuBajentio 1 d¢oroy na Kaxiable
20 000 xaerok. Oanaxo npu nepecyere Yucaa OTOHOB TOJBKO Ha Jiesid-
LHECS KJETKH 0611apy>KHBAeTCA MIOTOKPATIIOE OTHOCHTENBHOE YCHAEIIHE
ux obpasopanusi: 0,1 — 1 doron na 1 kierxy.

UYro6pl yBeauuuTb KBanToBbiit Beixoq CCH, MOXI110 HCIIOIb30BaTh JIIO-
MUHeCUelITIIble 3011/bl, MK JIOMUHOGOPHI, TakHe, HalIpUMeED, KaK LIHPOKO
npuMensieMble JJIOMMHOJ M JIIOLUTreHu!1. XOpOIUO M3BECTHO, YTO JIOLUre-

U ABJsETCA CneuudieckuM uHARKaTopoM O, , a JIOMHUHON — Mellee
crienuuyHbIi moMuiiocdop 1 u1dopMUpyeT 06 06pa3oBaluy Pa3IHIHBIX

ADK (03, Hy0,, OH", OCl 7). Hanpumep, no6aBnenne JOMHHOJA
K AaKTUBUPOBaHHBIM H30JUPOBAHHBIM HEeUTPOPUIAM B KOILEHTPALMU
10 MkMosp MoxeT BbI3BaTh of6pasoBanue 1 — 100 dororos B 1 ¢ Ha
1 keTKy. B npucyTcTBUM Xe MOLHreHNHA HITEHCHBHOCTD XeMUIIOMHUIIEC-
UEHUMM OKA3bIBAETCA 3HAYUTENbHO HIKe (MaKCUManbliOe YCUTEHUE IMHC-
CHH IO CPABHENHIO CO CIONTAIHDIM H3y4ellneM JOCTUTAETCS ¢ AIOMHHO-
noM B 103 — 104 pas, a ¢ moumrenunom — B 102 — 103),

Baxk1o, 4To M JIOUMTeInIL, H JIOMHIIOJ SIBJITIOTCA He MHEePTHBIMHU HUIIAH-
kaTopamu 1 ycuureasamu CCU 6uonornyeckux cucreM. Oy MOTYT B3au-
MOJEeHCTBOBATh C HUMH, KAKHM-TO 06pa3oM Mo UMDY HX. YKa3salibie
JIO0MHHOGOPB! MOTYT He TOJIbKO BCTYIIATh B peakiny okucyenus ¢ AOK ¢
06pa3oBaiveM MPOAYKTOB B JIeKTPOHIIO-BO36YKAEHHbBIX COCTOSAIUAX, HO U
BBICTYTIATh B POJI¥ TPAHCMHUTTEPOB 3HEPTHU TAKHX COCTOSIHHUH, Tepexos B
BO36YK/IeIHOe COCTOsAIINE ¢ TTOC/IeAYyIOUINM BbICBEYMBAIIHEM KBAHTOB CBe-
Ta.



IF'nasa 4
KJETOYHASA U MEMBPAHHAS ITATOJIOTHUSA

Bce, uTO MBI 3HaEM CErO/IHA O KJIETOUHOMH MATONOTHM, NT03BOJISET YTBED-
XJATh, YTO eil MPUHA/JIEXHT BeAyIas POJib B PA3BUTHH Pa3IU4HBIX OTKJIO-
He1uit OT IOPMaJIBHOTO GHoJoruyYecKkoro npouecca, I1oaToMy MoXxHO npen-
CTaBHUTh, YTO HapYyIeus PyIKIMOHMPOBANUA KIETKY UK €€ OTAEbIIBIX
KomronenTos (Mem6pansl, OpraHe/iuibl, AAPa) BbI3BIBAIOT BCEBO3MOXKIIbIE
natonoruu (3J0kauecTBeIHbIe 10BOOGPa30BallHs, aTEPOCKIEPO3, THIIEPTO-
1o ¥ ap.). OfHAKO MIIOTOYHC/IeNHbIE ONMBITKY UCCe0BATe el CBA3ATD
KOHKPETHHE H3MeHEHHS B KJIETKaX ¢ olpeAe/IeHHbIMH 3a60/IeBAHUsMM Ha-
XOIATCA, KaK NPaBUJIO, B CTAAHHN ITOCTAHOBKHU 3a/1a4u. CymecTBYIOT ABa
acleKTa U3yYeHMs MATONOTMM KJETOK: aHajlu3 IPOLECCOB, NPHBOJIA-
IUX K MATOJIOTHYECKUM — OOGPATHMBIM MJIH HEOGDATHMBIM — H3MEHEHH-
sIM B KJIETKEe, H aHAJU3 BJIMSHMA BHIABIAEHIIBIX HADYIIEHHI 1A COCTOSHUE
BCEro OpraHMU3Ma.

4.1. TIEPEKHMCHOE OKHCJ/IEHHE JHUIIN0B

OnHuM U3 BaXKIIBIX IIPOLIECCOB, CBA3AIHBIX C KJAETKOH M KJIETOUIIbIMU
MeM6palaMH, ABJISeTcs MepeKUCIIoe OKUCele JumuaoB. Ero Tevenne pe-
TYJIMPYeTCA CIEeNNaibHbIMH KJeTOYHBIMM BEIIECTBAMM — alITHOKCHAAHTA-
Mu. B ciryuae, ecim npouece mepeKuCIioro OKMCIeNHs Hapyaercst, TO pas-
BuBaeTCs MaTosorusi. O6pasoBallie epeKuceil JUITHA0B HMeeT LEMIoH CBo-
60XHOpaAMKAIbHbIH MexaHuaM. Ce0600HbIMU paduxanamy HA3bIBAIOTCA Ya-
cTHIbI (aTOMBI, MOJIEKYJIB ), UMEIOLIHE HECTIADEHHbIE 3IEKTPOHbI, OTIHYAIO-
IHeCs BBICOKOH peakUHOHHOH Coco61ocThio (B HOPMe KOHLENTpauus
cBOGOAHBIX pajaMKasoB B Tkanax pasHa 1076 — 1078 Momb /r Tkanu). B
NpoLecce MEPEKUCHOTO OKUCIENNs JTUITUAOB, TPOMCXOASAIIETO B GHOJIOTH-
YeCKHX MeMOpalax, y4acTByIOT CBOGOHbIE DAUKAJIB! HEHACHIIIEHHBIX XKUP-
HBIX KMCJIOT KJIeToulibix MeMGpan. IIpu ero akTusauuu Hapymaorcs 6apb-
eplible, PeLENTOpIIble ¥ KaTaJuTHieckue (ynkuun MeM6pan. B nacrosiree
BpeMS PacCMaTPHBAIOTCA B OCIIOBIIOM TPH MeXalM3Ma ITOBPeX1eHus MeM6-
PaH IPH YCUIEIUH NEePEKHCHOTO OKUCIEHHS IMITH/OB!

— nosBienne ruAPOGUIbIIbLIX THIPONEPEKUCHBIX TPYIII B MOJHHeIa-
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ChINIEHHBIX KHUPHBIX KHCJI0TaX (ocdoaunuaos, HapyUIalouMx ruapogo6-
HOCTb JIMIIM/IIOr0 GUC/I0S U BbI3bIBAIOIIUX PE3KOE BO3pacTaHue NacCUBHOMN
MIPOHHL[AEMOCTH MeMOPAHDI /11 HOHOB;

— BO3HHMKIIOBEHHE B XO/I€ JIATIONEPEOKUCIEHHS Anabaeruios (1anpu-
Mé€p, MJIOHOBOTO), CIIOCOGIIbIX BHI3BATD NOIMMEPU3ALIMIO ¥ arperauuio 6e-
KOB H JIMMK/J0B B MeMOpalie;

— OKHCJIEITHE IePEKHCIIbIMH PAJHKaTaMHd aMUIIOKHUCIOTIIBIX OCTATKOB
MeMOpaHHbIX 6e/koB (B MEPBYIO OYEpeab THCTHAMHA, TPUTITOMAIIA U AMHUIIO-
KHCJIOT, COAEPKAILUX CY/Ib(rHAPHIIbIbIE TPYIIIbI), IPUCYTCTBHE KOTOPDIX B
aKTHBIIBIX IeHTpax (epMEHTOB BbI3bIBA€T MOTEPIO PepMeNTATHBHOMH aK-
THBHOCTH.

HasparHble nepBUYHbIe H3MEHEHUS IPUBOAAT K Cepbe3HbIM IapyLIeHH-
siM QYHKIUOINPOBaHHS MEMOpaH, YTO IPOSABJISIETCA U Ha YPOBIIE OPratus-
Ma. YcuJieHHe MepeKHCHOTO OKHCJ/IEHHUS JIMTIHAOB B CAPKOMJIa3MaTHIECKOM
PETHKYyJlyMe MBIIIEYIIbIX KJIETOK HApylIaeT MeXallM3M <«HAKaYHBAIIHsA»
KaJIbIMs B WCTEPHDI, B PE3yJIbTAaTe Y€TO CHUXKAETCS BEMYHHA OTHOLIEIIHS
Ca?* / AT®. 310t 3hdeKT BO3HUKAET H3-32 YBEIUYEHHS IPOHUIIAEMOCTH
MeMGpanbl J14 Kaabuua. Ha nosanux cragusax JMmonepeoKuc/ieHUs akTHB-
HocTb Ca-AT(d-a3p! HITHOHPYETCS B CBA3HU C MOSIBJICHHEM MEXKMOJIEKYJISAP-
HbIxX 6ekoBbIx cnmBok. Hapyienne cucremsl tparicnopra Ca?t npusogur
K NOSIBJICHUIO U3GBITOUHBIX KOHIEHTPALUH KaJbIUs U, KaK CIEICTBHE, K
MBI1IIeYHOH KOHTpakType. Takue npouecchl MOXKIIO HaGJII01aTh B OPTAIIM3ME,
HAIPUMED, TIPH TAXKeJbIX (HU3MIeCKHX Harpy3Kax, KOT/a MepeKHCHOE OKHC-
JieHHe HHTeHCHDUIMPYeTCs B MblilledHOH TKauu. IIpH ycusenun nepexuc-
HOTO OKHCJIEHHS TOBPEXJAIOTCS MeMOpPaHbl 3pUTPOUUTOB H MbIIIEYHBIX
KJIETOK ¥ BBICBOGOXKAAIOTCA JKeJIe30coAepKallie 6eJIKH — MHOTJIOGHII U
reMor/1001H, KaTaJu3UpyIole pacaj nepekucu u obpasyionne OH-paau-
KaJbl H IPOAYKTbI epeKNUcHOTo okucaenus Junuaos. Ilono6Helii npouecce
IIPOMCXOJUT, HanpHMep, NMPH aHEMHH, XapaKrepliol A mapadoHIeB.
ITpenorBpaTHTh YCHJIEHHE JIMIIONEPEOKUCIEHHS IPU GOMBITHX (HH3HUECKHX
HarpysKax MOXKHO BBe/leHieM B OPrali3M JONOJHUTENbHbIX 103 MPUPO-
HOTO aHTHOKCHAANTA — BHTaMula E. YcraHoBeHo, 4To ycuieHne Jumote-
PEOKUC/IEHUA ABJSAeTCs NPHYMHOH MHOTHX HATOJOTMYECKUX HpOLec-
coB. B HacTOoslulee BpeMsi BemyTCsA MOUCKH aA€KBATIIBIX AHTHOKCHIAH-
TOB, HEOGXOIMMBIX /UIS1 pa3pa00oTKU COOTBETCTBYIOLINX JIEKAPCTBEIHbIX Mpe-
MapaToB,

4.2. THITIEPTOHUA

Baciibie fanible NOMy4enbl IPH HCC/IeJOBAIINY CBA3H Pa3BUTHUS IHIIED-
TOHMYECKOH 60JIE3HH C IATOJOTMYECKUMHU H3MelleHUsIMU MeMOpaH. B 1acro-
siiliee BpeMsi U3BECTHO, YTO B OCHOBE TAKOTO CHCTEMIIOTO 3a60€BaHHUs, KaK
THIIEPTOHHS, JIEXKAT 1€ TOJIbKO M3MelleHHs B IJIAJKHX MbILIIaX apTepHii,
3a6oJieBaHue I0YEK U Hapyllelde paboThl nepudepruyecKoil HepBIIoit cucTe-
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MBI, HO U HapyllleHHe HOH-TPAHCIOPTHPYIOIHX CHCTEM KJIETO4HX MeMOpal.
B pa6orax, BBINOMIEHHBIX HA 3PUTPOLUTAX THIIEPTEN3UBHBIX KPBIC, 6b1JI0
yCTaloBJIEHO, YTO NIPH THIIEPTOIMH 1aPYLIAIOTCS KATHOLTPAHCIIOPTHbIE (DYHK-
LMH TUIa3MaTHYeCKUX MeM6pall. B inx BosHUKaIOT THAPOQO6HbIE yIaCTKU
JMIM/IIOTO GUCIOS H YYACTKH GEIKOBO-JMIUAHBIX KONTAKTOB C NOBbIIIEH-
1I0# CKOPOCTBIO NEPeIIoca ONOBaNENTIIbIX KaTHOOB. 11 nepBUUIIOi TH-
HEPTOIMHA XapaKTePIIbl YacTHYlIas AENONAPU3aIMA MeMOPalIbl BO30Y IUMbIX
(rnagKoMblileYiIble KJETKH COCYA0B) U 11€BO36yAUMBbIX (3pUTPOLUTHI)
KJIETOK M [OBBIIlIElIHe IPOHUIIAEMOCTH IlJIa3MaTHYecKoi MeMOpalIbl /1A pas-
JIMYIIBIX HOIIOB.

BoJbioe siaueline npy BO3IUKIIOBEIIHM H PAa3BUTHH THNEPTOIIMH HMe-
€T MOoBblllleHHe KOHUEITPAllMi cBOGOIIOrO KaabLUs B Pas/AMYHbIX KieT-
Kax. B HacTosuiee BpeMs fanHble O HAPYILEIMH HOPMaIblIOro pacnpeaeie-
HHSI BHYTPUKJIETOUHOrO KaJIbIMs HOCAYKWIH OCIIOBOH A1 npHMeHeHus B
TEPAIMHU THIIePTOHNYECKOH 60JIe3HH aHTarOHUCTOB Kbl U paspaboTKu
IIOBBIX JIEKAPCTBEHHBIX MIPENapaToB, CHUXKAIOUIHX CKOPOCTb €r0 IOCTYILIe-
HMS B KJIETKH ¥ HOPMAJIH3YIOIMX BIIYTPUKJIETOUIIOE pacipeae/IeHHUe.

C Apyro#t cropoHbl, OPH KJETOUHOM H3YYellMH NPHYMH THIEePTONHH
6bLM BbISIB/IEHDI H3MelleHHs KoripopMatiu nop¢pupHiia, NapUUasblioro Aas-
nenust O, u CO,, a Takke nporiecchi, pery mpyiomue pCa u pH apurpomu-
TOB IIPH 3CCEHIMaIbHOM THnepTeH3un. BaskHo, UTO H3Meliellne Kol opMa-
114 nopgupHHA IPH THIIEPTOIIMH CBUAETEIbCTBYET O MOBBIIEIIHOM CPOJ-
CTBE reMOrJIO6HHA K KHCJIOPOAY, YTO CONPOBOKAAETCS CHHKEHHEM [IapIH-
anbHoro Aajenus O, 1 yBesmyelneM napuuasnbioro Aasnenus CO,. Ilpu
3TOM B SPUTPOIMTAX BbIABJeHA MOBbIlIeHHas akrusHocTb Nat /H*-o6Mena,
Ca?*-3apucuMbix K-kaHaJjioB M nonuxelidas akTUBHOCTb Ca-AT®-a3bl.
IIpexnosaraercs, 4To H3MeHeHHe KOHGOPMaIMK NOpGUpUa IIPH THIIEPTO-
uuu cHuxaer apgexrusHocTb obMenia O, B reMorjio6une ¥ BeJHYHHY
BHyTpuKJeroulioro pCa u pH apurpouura.

4.3. CAXAPHBI! TUABET

Uccaenopanre KaeToYHbIX NPHYUH caxapHOro auaera siBJASETCS
OZHMM M3 aKTyaJIblIbIX HalpaBJeHHii coBpeMenHol angokpuionorun. lu-
POKast pacipOoCTpaHEHHOCTb 3a60J1eBallusl, BbICOKask CMEPTIIOCTb GOJbIIbIX
IIDY 3TOM U NIPaKTHYeCKas 11e06paTUMOCTD MPOUCXOASIIMX ATOIOTHYECKUX
MPOLIECCOB CTaBAT H3y4eHue MeXaHu3smoB C/l B palir ocHOBIIbIX GHOJIOTH-
yeckuX npo6JieM. Cpean MHOMXKECTBAa TKAalleBBIX H KJIETOYIIBIX OCJIOX-
nenuit npu narorenese C/I Baxioe siayeHue UMEIOT H3MEHEIIHE HOIIIIOrO
COCTaBa, KUCIOPOJHOro o6MeHa H runep/MnuieMus (MOBbIILIEHHE CONEPKa-
nust JunugoB B TKanax). Ilpu CJl na6miofaercs He TOJIbKO HapylIeHHe
npollecca OKCHUTeHalld TKaneid, HO M CHIDKeIIHe HIITeHCUBHOCTH roTpebJie-
HHsA UMH kucaopoa. Cpeau akTopoB, BAHAIOUINX Ha OKcurenanuio (B
TOM YHCJI€ BOSHUKIIOBEHHE [IATOTEIIHOTO COCTOSIIHUSA «KOMbI» ), OCHOBIIBIMH
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SIBJAIOTCS CKOPOCTD nepepacnpeiesieHus KHCA0POAa B apTepUabHOIl Kpo-
BH, CKOPOCTb NOTpe6/IeHHA KHCIOPO/a TKASAMU U CPOACTBO reMOTJIOGHHA K
kucjopony. Iocreanuii u3 nepeuncieHnbIx GaKTOPOB B HACTOSIIEE BPEMS
IIUPOKO HCCTIENYeTCsl.

IIpeanonaraercs, yro npu CJl cuiskaercs cofiepaliue o6uIero reMo-
ryio6Hlla B KPOBH U MOBbIIaercs cofepxkanue 2,3-audocdoraunepara B
SPUTPOLIMTAX, A TAKKE PA3BUBAETCs THIlepTpUrMilepuaeMusi. Hanpumep, ecm
C I Bosunkaer y gereit (CI-1, nm uincyaunosasucumbiit C/I) u cBoespe-
MENIIO He JIeYuTCs, TO pasBuBaloTcs Kero3 u I'TT. [lpuuniiaMu nosBIeHHst
JAHHOro paccTpoiicTBa CJyXKaT, ¢ OJ1I0H CTOpOIIb!, AeUIHT B OPraHU3Me
(epMetITa JHIONPOTEHIITUIIA3DI, OGYCIOBIEHHbIH OTCYTCTBHEM HIICYJIMHA, &
C Apyroil — HHTEHCHBIIOE TOCTYILJIEHHE B TEYEIb CBOGOANbBIX KUPIIBIX
KMCJIOT U3 )XHPOBO# TKaHH, BbI3bIBaIOIee YCHJIEIIe CHHTE32 TPHTIHIIEPH-
noB. Kak npasuJio, 3amMecTiTe/IbHasl TEPAIIHA C HCIIOJIb30BAHUEM HIICYIMHA
NPUBOAUT K GBICTPOMY CHHIKEHHIO YPOBHS CBOGOAHBIX XXUPHBIX KHCJIOT,
BO3DPACTAHUIO COAEPKAHUS JUNONPOTEUHIUNA3Bl U B KOHEYHOM CYeTe K
ucyesnoseruio I'TT. KoHuenTpamys JUnonpoTenos HA3KOH ILIOTHOCTH B
MJla3Me KPOBU TIPU 3TOM YMEHbIUIAETCS, 4 KOHUEHTPALHUs JIMIIONPOTEHHOB
BBICOKOI I/TOTHOCTH HOPMAJIM3YeTCA MJIH Ja)Ke CTAHOBUTCSI HECKOJILKO Bblllie
TO#, KOTOpas HabmonaeTcs y Ji, e crpafaionmx C/I-1. Oanaxo apdek-
THBHOCTb BO3JEHCTBUA TaKUX mpoueayp Ha passurue C/I-1, o yeM MOXIIO
CYZIMTB IO COAEPKAHUIO TeMOr/Io6HHa A, , JIyllie, IO-BUANMOMY, KOpPeIupy-
€T C YPOBHEM IIIOKO3bI B KPOBH, 4eM C coJepKalneM xoJjecrepuiia JITIBII.

C npyroit croponsl, mpu C/I, xapakrepHoM st Bapocbix (CI1-2, umm
uicyauHone3asucuMbiit C/1), ypoBeHb HHCYIHHA 1JIa3Mbl HAXOAUTCS, KaK
MpaBUJIO, B TIpeeaax HOPMbl UM CJIeTKa NoBbllieH. IIpu 3T0M AOTIO/NHH-
TeJIbHO HaGI0AAETCS TAK HA3bIBaeMasi Pe3UCTEHTIIOCTb K HHCYJIMITY , 06yC-
JIOBJIEHHAS H2JIMYMEM KJIETOYHOTO U/ Ui MOJIEKYJISSpHOTO AedekTa, cHU-
3K AIOIEro HHCYIMHOMOCPEI0BAHHOE TOTPe6IeHHe TIIOKO3BI U3 IIJ1a3Mbl B
kJerkd. BaxxHo u 1o, yro npu MHC/I soaMoxna I'TT, cpasannas ¢ ycunie-
HMEM MPUTOKA B leUeHb cyOcTpaTa 1 CHHTE3a TPUTJ/IMIEPH/IOB, B Pe3YJib-
TaTe 0OPa3yTCA KpyNnHble JUNUAHbIe KOMILIeKchl. Cofiepikaline TPUTJIH-
LEPHUIOB MOXKET MEHATBCA 32 CYET aKTHBAlMHU JIMIIOTIPOTEMHINIA3bl, TOTAa
aous JITTHIT ymenubitaercs ao nopmsl. [Ipu MHC T yposens xosiecrepuna
JITIBII yacTo moHM»eH, YTO UrpaeT OIpEeAeJICHHYIO POJb B IaToreHese
aTepockJeposa cocyaos. ['unepraukemus u I'TT moggalorcs seuenuio ¢
MOMOLLBIO THETHI ¢ MOAU(UIHPOBAHHBIM COOTHOIIEHHEM XKHPOB. Xopoliee
JeiicrBre OKa3bIBAIOT TaKKe NMpenaparbl, Kak cyaballu/IMOYeBUIIA MU HH-
CyJIHH, XOTs cofepxanue xoJecrepuHa JIIIBII npu aTom MenseTcs 1e3Ha-
yurenbHo. Crnoco6HocTh (GUOPATOB MOBBILIATH AKTHBIIOCTD (hepmeliTa Ju-
MOTIPOTEHHJINIIA3bl U CHUXKATh KOHIIEHTPALUIO TPUTIUIEPUIOB B ILJIasMe
JIeJIaeT 3TH COeUIEHHS NOAXOAAUMMH IS IeueHus anabera B TexX cayda-
SIX, KOT/JIa THIEePJIMIHAEMHS COXPaHSAeTCsl, HECMOTPS 112 KOPPEKUHUIO THIlep-
raukemun. Ecnu npu C/1-2 yposenb xonecrepuua JIITHII ocraerca Bbico-
KHMM, HCTIOJIb3YIOT UHrH6uTopbl ' MI-KoA-pexykrasnl.

Takum o6pa3oM, KoMIlIeKclioe pewelide npo6aemMsl C/l nomxHo ocyie-
CTBJIATBCSA 11a BCEX CTPYKTYPHBIX YPOBIISX (KJIETOYHOM M OPrallM3MEeITHOM)
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C TIOMOIIBIO (PU3HOJIOTHUECKUX , GHOXUMHYECKUX 1 GHODU3NYECKHX TIOIXO0-
IoB. B paMkax mnocjieinero ycraHoBJ/IEHO, YTO H3Mellelilie COAepXKallus He-
KOTOpPBIX KOMIIOHEHTOB IJIasMbl kpoBd (6eskoB, caxapos, JIITHII nmu
JUIIBII) MoauHIHUpyeT COCTOSAIHKE I1€ TOJIBKO CaMUX KJIETOK — aKIENTO-
POB TJIOKO3BI, 110 H MaKpOMOJIEKYJ/IIPHOTO MaTpHKca MeXKJEeTOYHOM
cpenbl.

4.4. IEMMEJIUHN3ATINA

Psa maToJioruueckyx nNpoueccos HEPBIIOH CUCTEMBI CBSA3aH C Hapylie-
1IHeM MHEJIMHOBOM 000J/IOYKH, T. €. JEMHEJTHHU3AIMEN aKCOHOB, IPUBOAANIEH
K CHW)KEHMIO CKOPOCTH NIPOBeleHUsl NOTEeHIMAaNa AeCTBUA U HapyLIeHHIO
CHHXPOHIIOCTH B IPOBEAEHUN PUTMHUYECKOTO BO30YXK/IEHHS, U3BECTHOMY KaK
cunipom Landry — Gullain — Barre B [THC uin Kak MHOXKeCTBEHHbIH cKJle-
pos (multiple sclerosis) B [IHC. Ha anekrpodu3anoornyeckoM yposHe
MpH JeMUeJTMHU3AIUH HaOMIO0Aa10TCS U3MeHEIMS CKOPOCTH IIPOBEIEHUS U
ammuTyAbl 1171, a Taxxe TpancdopManud YacToTsl pasapaxenus. Ha kie-
TOYHOM YPOBHE NIPOSBJIEHUEM AEMUEIUHU3AIMY HEPBHOIO BOJIOKHA SBJISI-
eTcsl yMeHblllelHe coAep KaHKsI MUeIHHA B HHTEPHOAAIBLHOH 06/1acTH, 0sB-
JIEHUE B «OToJIeHHbIX» YIaCTKaX BOJOKHA JOMOJHUTEAbHbIX K-KaHaJoB, a
TaKKe H3MEHEHHEe aKTHBHOCTH 3JieKTporenHoro Na-Hacoca. M3BecTtHo, 4TO
HakorUteHue u30GopM psaa dpocdoamnuaos u HapymeHue Ca2t-romeocra-
3a BHYTDEHHUX OT/les10B MuesuHa (Haceuku [1Imuara — Jlantepmatia, Mesak-
COH H T. /I.) BJIMAIOT 11a aKTHBHOCTb B3aMMOJIEHCTBHIA aKCOHA H 1LIBAHHOB-
ckoit keTku. OueBHIHO, YTO XapaKTep 3THX B3aUMOAECHCTBHI B MUEIUHO-
BOM HEPBHOM BOJIOKHE 3aBUCHT OT AWHAMMKH OBICTDBIX M PeTYJIAPHBIX
H3MelleHNi MHeJnIHa.

Mertonom aunamuyeckoit $a30Boit MMKpOCKONHH ObLIH BbIABJIEHBI U3-
MeHeHUsT COCTOSTHUSA MHeJIMHA apaHoAaAbHOHR 06/1acTH HEPBHOTO BOJIOKHA
B Ipollecce AeMHeIMHU3aluu. B HOpMe /1 MHe/IMHA XapaKTepHbl pery-
JISIpHbIE H3MEHEHHsI OITHYECKOI Pa3sHOCTU X0/a CBETOBOTO JIyyYa ¢ YacToTa-
mu 4,2 u 6,7 T, [leMHeMHU3ALUSA HEPBHOTO BOJIOKHA HApPSALY CO CHIXe-
HUEM aMILIUTYIb U CKOPOCTH MPOBEEHMS TOTEHIMAIOB AeliCTBHS IPUBO-
[UJIa K CABUTY XapaKTEPHBIX YacTOT H3MEHEHHSI ONTHYECKOH pa3sHOCTH X072
mueauHa (2,8, 3,2 u 11 Tu). Ipeanosaraercsa, 4TO MOZOGHBIA CABUT
06ycJIoBJIeH HapyIIeHHSIMH COCTOSIIHS 3apsiKeHIBIX HocOIMIUAOB U CHU-
’KeHHeM ypoBHs cBssanHoro Ca?* npH JeMue/MHHM3alMM HEPBHOTO BO-
JIOKHa.,

4.5. CTPECC

B Hacrosuee BpEMs IOKAa3aHO, YTO BO3HUKHOBEHHE H PAa3BUTHE B Opra-
HH3ME CTpecCca 06yCJIOBJIeHO HaJIHYHEM CJIOKHOH CTPeCC-CUCTEMDI, KOTOPaA
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COCTOMT H3 LIEHTPaJIBbHOIO 3BeHa H ABYX nepugepHyecKuX BeTBell, ocye-
CTBJIAIONUINX CBSI3b LIEHTPAJIbHOTO 3BeHa CO BceM oprannaMoM. Ilentpass-
1HOe 3BelI0 HaXOAHUTCS B TOJIOBHOM MO3Te — TUIOTaJIaMyce, KOTOPbIH Bbl-
noJusier ¢pyukiun «ao03opuoro» ITHC, monyvaer nndopmanuio o nosise-
HHH CTPECcopa U 3alyCKaeT MeXaHU3M crpecc-cucrembl. llelTpasbHoe 3Be-
IO CTpecc-cUCTeMbl 00bENHSIET TPH OCIIOBHbIE TPYHITHI HEHPOHOB, BbIpaa-
TBIBAIOU[HE KOPTUKOTPOIHbIA rOPMOH, TOPMOH apTHHUH-Ba30NPECCHH 1 Ka-
texosamulibl. [lepucdepnyeckie BeTBH CTpeCCc-CUCTEMBI IPEACTABJIEHbI TH-
MOTaJIaMO-TUIIO(U3apII0-aAPeHANOBON CHCTEMOH U CHMIIATOAPEeHaI0BOI CH-
CTEeMO HaIMOYeYHHKOB. TakuM 06pa3oM, OCHOBHBIM PE3yJIbTaTOM aKTHBA-
LUH CTPECC-CUCTEMBI SIBJISIETCS MOBBIIIEHHBIH BbI6POC B KPOBb TJIIOKOKOP-
THUKOM/IOB M KaT€X0JaMHHOB — TJIABHBIX CTPECC-TOPMOHOB, KOTOPBIE CIO-
COGCTBYIOT MOGHJ/IH3aLHH (DYHKIHU OPralioB M TKaHeH, OTBETCTBEHIIbIX 34
aJanTalnuio. 310 KJII0YEBOE COCTOSHUE CTPECC-CHCTEMbI PEANIH3YETCS: Iy TeM
B3aHMOZEHCTBUA TOPMOHOB ¢ penenropamu (puc. 4.1).

Penentopr! u361paTebHO PearupyloT Ha ONMpe/esIelllIbie TOPMOHBI, UTO
IIPUBO/IUT K aKTUBAIIMHU CBA3AIIHBIX C pelelTopaMH (epMeHToB, H 06pasy-
10TCS TaK lla3blBaeMble BTOpUUlible MecceHxepbl (HIAM®, nnosuronTpu-
docdar, anaruarauuepos u ap.). OHM clyXar /i Iepeayy Bllelllero
TOPMOHAJIBIIOrO CUTllaia BILYTPb KJIETKH. MecCeHIKephl 3aIMyCKaloT BHYT-
PHKJIETOYIIbIE TIPOLECCHI, PETYIHPYION[HE AKTHBHOCTb NIPOTENHKMHAS H MO~
BbHIAIONME BHYTPHKIETOURYIO KOHIENTPauuIo uonoB Ca, KOTOpbIe KONT-
POJMHUPYIOT (DYHKIHIO HEPBHOM KJIETKH, ee sHeprooGecedeHHe U COCTOsSIUE
reHeTUyecKkoro annapara. Iociesiiee BaxxHo npu hOpPMHUPOBALIMH YCTOHYU-
BOH aJanTaliy NpH MOBTOPIIbIX AeUCTBHIX CTPECCOPa.

OT™MeTHM, YTO NOMUMO NPSMBIX NPOJYKTOB CTPECC-CHCTEMBI B MPOLIECC
BOBJIEYEHb! BELIECTBA, BHI3bIBAIONIHE TPOJOUTHPOBAHIIBIE PEAKIMHA OPTaHU-
3aMa, — AHTHOTEH3MUII, LIUTOKMHBI (mrrepneﬁxms.

4.6. AIIOIITO3

B orBer Ha BHENIHHI CUTHA/ KJIETKH MOTYT He TOJIBKO JENTUTbCS, HO H
THOHYTh. 3TOT MPOIECC HA3bIBAIOT HPOrPaMMHPOBAHHOI rHGEbIO, HJIH AIION-
To3oM. Henporpammupyemas cmeptsh kiaerku (Hekpos) Bo3HHKaeT B pe-
3yJbrare NOBpeskAel A ee BIIEIHUM BosfeiicteueM. Hanporus, npu anon-
TO3€ BHELIHHii areHT caM 1o ce6e 6e3Bpenel A/ KJETKH, HO BKJIOYaeT
LEMNb IPOleccoB, IPUBOASNINX K ee rH6esn. B pa3BuTuu anonrosa ycJI0BHO
pasymvaior Tpu $asbl. Hauarvnas ¢asa, niu ¢pasa undyxyuu anonTosa
(pHc. 4.2), cBA3ana ¢ paHHUMHU COGBITUSAMU, Pa3BUBAIOUMMUCS 6€e3 Cylie-
CTBELIHBIX U3MeHeHUHl MeTa6on3Ma i MOP(OJIOTHH KJAETKH, B Pe3y/IbTaTe
KOTOPBIX MPUIIUMAETCS Pelllelie O CAMOYHHUUTOXEIUH. DTa CTaAus Jyyiue
BCETO M3yyella Ha IpMMEpE aflONTO3a, 3allyCKaeMoro smranaamMu («peLenTo-
pamu rubenu» ), CTPYKTYPa KOTOPBIX HauGo iee MOJIIO H3ydeHa Ha IpUMepe
Fas-penentopa u penentopa ¢aktopa iekposa onyxoau (TNF-a). B orser
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CTPECC

LAxmBauuﬂ CTpecC-CHCTeMbI_]
[]

/—{Bmc3060>xnenne CTPECC-TOPMOHOB

GESSENSSSY

MoGuaH3aUHsA QYHKIHH
H aHeprooGecneyeHHs

OGpa3oBaHHe <«CTPYKTYPHOTO CJefas
afanTanun

Puc. 4.1. CxeMa peryasuun (yHKIIMOHHPOBAaHMA KJETKM NpH CTpecce

Ha CBA3BIBAHHE C JIMTAaHAOM Fas-penenTopbl 06pa3yioT BHyTPHK.IETOUHbIH
KJIaCTEP, COCTOSIIMI U3 TaK Ha3bIBa€MbIX JOMEHOB CMEPTH. JTH JIOMEHDI B
CBOIO 0OYepelb BIaMMOMEHCTBYIOT C GEIKOM, KOTOPBIA 3aTeM pEry/IMpyer
aKTUBHOCTD chieruduyeckoro ¢epmenta (npokacnasa-8), naeHTuuIHpo-
BaHHBIM IIPH HCCJ/IEJOBAHHY ATTONITO3a, CONPOBOXAAIONIENO OHTOTEHES Y KH-
weynonosoctHbix C. elegans. B pesysbrare Takoii pery/isuuu npokacia-
3a-8 mpeTepneBaeT ayToruapoJiu3 ¢ 06pa3oBaHHEM AKTHBHOIO GepMeHTa
Kacasbl-8 (OTHOCHTCA K CeMEHCTBY aclapTaTy3HAIOUMX LIHCTEMHOBbIX MPO-
Tea3). YcraHOBJIEHO, 4To 3 ekTopHas kacmnasa-8 MOXKeT akTUBUPOBATb H
npyrue Kacnasbl (kacnasy-3 1 Kaciasy-7). PaccMoTpeHHbIe Bblliie COObITHS
COCTaBJIAIOT OCHOBY 8mopoti, WY UCNOTHUMENbHOI, (ha3bi, IOC]IE YETO PO~
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11€CC CTAHOBUTCS HEOGPATUMBIM U KJIETKA BXOIUT B TPETbIO pasy — ¢hasy
camodezpadayuu (puc. 4.2).

ArnonTos mo THRY A Anonro3 mo tuny B

Fas-L

]
H
!
1 Ouanvecknit
i ¥ XUMWYeCKHH cTpecc
|
L

ITutoxpom ¢, Apaf-1

Bcl-2

Procas-3,7 Procas-9

Cas-9

v
t4 ro 1cay,

Cas-3,7

@ ¢ AKTHBAIMA NMpPOTeas, OTIMYAIOWMXCA OT Kacmas.

¢ Paz6opka IHTOCKeJIeTa ¥ CHIDKEHHEe aCHMMETPHH JIHITHAOB.

o UnaktuBanna ¢epmentos permapaunu JHK u akTuBauvsa
3MAOHYK/Iea3.

o Oparmenrauna JHK Ha oanroHykiaeocoMbt

Puc. 4.2. Cxema anonrosa
Hapsaay ¢ ncnoHuTe/IbHBIMU Kacna3aMH CyIECTBEHHYIO POJb B 3amy-
cke ¢aspl gerpaganuu urpaiot AOK, U B 4aCTHOCTH CyNEepOKCHAAHUOH
(03 ), obpasyoumiicss B MUTOXOHAPUSIX (Ha CTaIHH LHTOXPOM C-OKCH/IA3-
HOTO KOMILIEKCa). Y CTAaHOBJIEHO, YTO NPOAYKIHMA O, PEe3KO yBeJIH4HBAeT-

csl Ipd 06pa30BaHUM METafop BO BHyTpeHHeH MeMOpaHe MHTOXOHAPHH,
IPUBOASILEM K IUCCHNAIME MeMOpaHHOro noreHuyasa (AY,) — ss/eHuo,
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COMYTCTBYIOLIEMY KJeTo4yHOMY anonTo3y. ADK MOTYT Takke BOSHHKHYTb
B XOJ€ Mera6o/M3Ma IOJMHEHACHIIEHHBIX XHPHBIX KHCIOT (LHTOXpO-
MoM P,s) B 3HIONIa3MaTHYECKOM PETHKY IyMe 1 PH (yHKUMOHHPOBAHHH
HAJD - H-oxcnaass! niasMaruyeckoil Me6panbl. CylepoKcH JUCMyTa3a

NPUBOJUT K KaTa6o/u3My o6pasosasiierocsi O, 20 HyOgu oaHoro. us
nmau6oJsiee TOKCHIHbIX MPOAYKTOB 3TOH peakuud — THAPOKCHJIPaIHKANa
(OH') — uHHUHMaTOpa CBOGOAHOPAJMKAILHOIO OKHCJIEHHS JIMIHAOB. B
CBOIO O4epe/lb BHICOKOPEAKTHBHEIE MIEPEKUCH JIMIHI0B B3aHMOACHCTBYIOT
¢ 6enkaMH M HYKJEUHOBBIMH KHCJOTaMH ¢ o6pa3oBanueM 1mmgpdoBbIxX
OCHOBaHMUI.

O6pa3oBaHie MUTOXOHAPUANBHBIX MEraniop NPHUBOAUT K BBICBOGOX1e-
HHIO IUTOXpOMa ¢ U Genka Apaf-1. Ilossnenue 6€JKOB B UMTONJIA3ME —
JOCTATOYHOE YCJIOBHE AJIsl aKTUBAIMH KacHasbl-9, KoTopas croco6Ha CTH-
MYJIMpPOBaTh AKTHBHOCTb UCHOJHHMTEJbHBIX Kacma3. B ciyyae anonrosa
HapyuleHHe (YHKIHOHHPOBAHHS MUTOXOHAPHH O6YC/IOBJEHO aKTHBAIM-
eft 6enxos-romonoros CED-9 (Bax, Bad, Bid), o6nagaoumx csoiictsamu
KananogopMepoB. [luMepusanus 3THX 6GeJIKOB ¢ IPYTHMH NpeACTaBHTENs-
mu cemeiictsa CED-9 (Bcl-2, Bel-X) 6/10kupyer X NpoanonToTHYecKue
cpoiicrBa. B. I1. Cky/aues npeanonokus, YTo akTUBaIMs Kaclas, IpUBOAs-
H[as1 K IECTPYKLHH allONTOTHYECKUX KJIETOK, SIBJIAETCS OJHON U3 COCTABSA-
I0IUX B JAeficTBHM roMon0roB Bax Kak aHTHOKCHAAHTOB.

OnyxoneBbie TpancOpMalii Ae1al0T KJeTKy MEHee YyBCTBUTENbHOMH
HJIH COBCEM HEYYBCTBHTENBHOMH K CHTHaJIaM, BbI3bIBalOIMM anonro3. Ha-
npHMep, IpeKpallieHHe KOPMIEHHS JeTeil y MbIIM-CaMKH IPUBO/IUT K amof-
TO3y HOPMaJIbHBIX KJIETOK €e MOJIOYHOH XKeJle3bl, HO He BbI3bIBaeT THéenn
KJIeTOK J06POKaYeCTBEHHOW U 3/T0KaYeCTBEHHOH OIyX0JIH 3TOTO OpraHa.
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