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,yp

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

E=RT/FInA,/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-
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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
CcI- Pr- -t
HauanbHoe cocTosiHue PaBHOBeCHOE COCTOsIHHE
Buytpu («6») Buytpu («6»)
K'=C, K'=C,+x
Pr = Cl Pr = Cl
CI”=0 Clr=x
Cuapyxu («a») Cuapyxu («a»)
K*=cC, K'=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)'

Hanomuum, yto paBHOBecHe [[oHIana BbIBeIeHO NPYU Y CJIOBUH 3JIEKT-
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 faBJieHue. B pacTHTesblION KJIeTKe OCMOTHYECKOR AaBJeHue
Bbillle, 4eM B OKpYy:Kalolilell cpefie, HO OT pa3pbiBa ee NpeOXPaHseT NJIOT-
Hasi KJETOYHAsI CTEHKa. TaKo# 3alMTHbIN MeXaHU3M BIiOJIHE IPHTOJEH AJIs
HemOJBMKHBIX PacTeHuil, HO He MOAXOJUT AJIA KUBOTHbIX KJETOK. B npo-
Liecce 3BOJHOLUH OblLi BbIPA6GOTAll IPYTOi MeXaHu3M: He[JoOCTaTOK 3JiEKTPO-
JIITOB B Hapy>XHO# cpezie KoMneHcHpyetcs npucyTcTsueM conn — NaCl.
Mem6pana MasoniponuuaeMa i HoHOB Na, nioatomy Na*, copepkauuiics B
OKpYy>Kalolleil KJIeTKY cpefie, sIBJAETCS OCIIOBHbIM (PaKTOPOM, YpaBIIOBEHLIH-
BAaIOLMM OCMOTHYECKOE JaBJjeliie BHYTPUKIETOYHBIX aHHOHOB.

[nddysus nonos yepe3 MeMOpaly coO31aeT pa3HoCTb 3MEKTPHYECKUX
notenuuanoB. [Ipu muddysnun Moseky bl BelecTsa HanpapJsIloTcs 110 Koit-
HEHTPALMOHHOMY I'DaMeNTy ~— «BIM3 IO CKJOHy». MOXXHO BbIYHCIUTD
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* Tou
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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 — morexuman, IpH KOTOPOM NOTOK JaHHOTO HOHA Yepe3 MeMGpauy
npekpamaercs (pasroBeciibiit motenuuain). Iloremman E yacTo HasbiBaIOT
MeMOpaHHbIM, TIOCKOJIbKY 0 GOpMUpYeTCS Ha MeMOpate.

ITocsie $pH3UKO-XUMHYECKOTO BCTYILJIEHHS TiepeliIeM K pacCMOTPEHHIO
Mexanu3Ma ¢GopMHUPOBANHNS COOCTBEHIIO GHO3NIEKTPHUYECKMX IIOTEHIIHA-
JIOB — TIOTEHI[HAJIA TIOKOS U NOTeNIHaia AeHCTBUS.

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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TEJIbHBIX 3apAJ0B HOHOB K BHYTPH KJIETOK KOMIIEIICHDYETCS B OCIIOBIIOM
opraH{4ecKUMH anvionamu (acniaparuloBoii, YKCYCIiol, MHPOBHHOTD/ON 1
APYTHMH OpPraHH4eCKMMH KucJoTaMu). Cofepskalue HeopraluyeckKux aHu-
OHOB B KJIETKaX CPaBHHUTENbHO 11€60JIbLIOE, HO HX BKJIAX 3HaAYHTENEll.

HWrax, Mexay sHyTpeHHeil M Hapy>Kiioli TOBEPXHOCTAMH KJIETOYHOH MeM-
6paHbl THTAHTCKOrO aKCcoHa KajbMapa CYILECTBYET pa3HOCThb 3JIeKTpHYEC-
KHX TOTEHLHAIOB — MOTEHIIMA MIOKOS, KOTOPYIO MOXHO H3MEPHTD C IIOMO-
1IbI0 MHKPO3JEKTPOAA, BBEAEUIIOTO B KJIeTKY. OObIYII0 MEKPO3JIEKTPObI
JeNaloT U3 TOHKHX CTEKANNbIX Tpy6ouek (nmamerpom 0,5 — 2,0 MkM),
3amoJeHbiX KoHuenTpuposanibiM (2 — 4 Mosb) pactsopom KCl. Co-
NPOTHBJIEHHE TAKOTO 3JIEKTpoJa BhiCOko M cocTasisier 106 — 108 Om
(puc. 3.18).

Ycunutenp VICTOUHMK

Conpornsienne oGpatHoit HanpsHKCHAS
—— CBA3IN

L

P 4 ¢
| I I }
AKCOH =——=n >—

Ycuautenn
S HanpsiXeHus =
Ycnantenp P -
TOK2
Perncrpanns
TpaHCMeMOpPaHHOrO
- TOKa

Puc. 3.18. CxeMa 3KCNCPHMCHTAaAbHONH YCTAaHOBKM ANSl WCCHCAOBA-
HHMS aKCOHa KasbMapa MeToZoM (duKcauny noTeHunana. Tlotenunan Mem6-
PaHbl YCTAHABJAMBACTCA Ha ONpE/CNENHOM YPOBHE C NMOMOINBIO NCTOUYHMKA
HanpsokeHnsi. [INs1 ero perncTpal¥i MCnoJb3yoT YCHHTENb, COCAWHCH-
HBIH € ycuauTeneM ob6patHoil cBA3H. C MOMONIBIO MOC/ACAHCIO Yepe3 MCM-
6paHy NpONMYCKaoT TOK, KOMNEHCHPYIOIMit HOHHbIE TOKH NMPW JaHHOM 3Ha-
4eHWN (PUKCHPOBAHHOTO MOTEHIIHAMA; ITOT TOK M3MCPSIOT Ha CONMPOTHBIE-

HUH

MexaHu3sMbl, cIOCOGCTBYIOINE BO3IHKHOBEIIHIO GHOMOTENIIMAJIOB, B
OCHOBHOM ObIJIH H3y4yeHbl Ha KPYIHbBIX KJETKaX — THTaHTCKHX aKCOHax
KajbMapa, KjaeTkax pogopociu Chara, ruranrckux Heitpouax nussxy Hirudo
H Ap. PasMepsl 3THX KJIETOK BEJIMKH M COCTABJISAIOT OT 5 MKM 70 1 MM, YTO
BaXKHO U1 Hajexnoll perncrpauun I1I1. Ha 6ase 6osblioro sxcnepuMen-
TaJIBHOTO MaTepHaia ObLIO YCTAIlOBAENHO, YTO LUTOIIA3MA KJIETKH B COCTO-
SIMU TIOKOSI BCETAa MMeEET OTPHIUATEIBIIbIA MOTENHa O OTHOLIEIINIO K
IOTEHIIHANY MeXKJieTouHoH kuaxocTH. 1111 y pa3au4iIbix KJIETOX 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
PKlK+ ]BH + PNa [Na+]BH + PCl [Cl— ]Hap

E,, =58lg

rae Py, Py,, Pcy — xoagduipenTs! IPoHNLaeMOCTH JISl COOTBETCTBYIO-
X n011on;a[K*<fﬂap, [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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BayTpp
~55 MB

Harpnit

Kanmit

~70 B
Hapyxy

—

Pasapaxaomni cTuMyn
a 6

Puc. 3.20. CxeMa BO3HHKHOBCHHSA MOTCHLIHAJMA ACHCTBHS: @ — HEPEXOA
MECTHOrO npollecca B pacNPOCTPAHSIOIMAICS; 6 — Hanpas/cHHE ABHXEHHS
WOHOB HATpHA W Kajus

MemGpaHHBIH

notenunat, MB

T G e wn GED S AR SR Y- s e -
g PaBHOBecHBIi noTeHLHAN

1A HaTpusi

+ 40
+20 b

0

-20 F

—40 L IMoTeHu WA NOKOSA

-60 a
_80 = e ar —~ [
PaBHOBEeCHBIH NMOTCHIINAN AJ Kajus
VoHHasi NpoBOAWMOCTD

MOM / cM? L Hatpnesas
20 NPOBOJAMOCTh
Kannesas
10 POBOANMMOCTb

Bpewms, Mc

0

1 2 3 4

Puc. 3.21. TeopeTHYecKH pacCYHTaHHbIE KPHBbIE DAcIPOCTPAHSIOLIErocs
noTeHuWana gelictBus (a) ¥ M3MCHCHUS NMPOBOAMMOCTH McMOpaHbl /11 HOHOB
Hatpua u xanns (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,

_(Dukcauml TMOTCHIIHANA
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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;
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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
BeJIeT K H3MEHEHHIO (I;yn}(unOlmpOBa}m;I APYTUX KJIETOK ( XMMHUYECKHi 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.
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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.

IIpocTpancTBelHAas KOHCTAHTA XapaKTepH3yeT NPOTSKEHHOCTb Paclipo-
CTpaMeHus 11TIOPOrOBOji AeNnoApHU3alliu:

A=(R,/R)'/?,

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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Pnc. 3.26. Makrtopnl, onpeaeiasiomHne CKOPOCTb MPOBCACHUS TNOTEHIIMaNa Aeit-
CTBHS: @ — BpPEMEHHAS KOHCTaHTa XapaKTepH3yeT BpeMsl HAapacTaHHS H cmajga MeMGpaH-
HOTO TIOTEMLMaNa, 3aBHCHT OT CONPOTHBJICHUA M CMKOCTH McMOpaHBI; 6 — IIpPOCTpaH-
cTeenHas koucTanta (A) xXapaxrtepuayer pmaibhocts (/) pacnpocTpaneHMs Hagmopo-

roBoil AcronApU3aLHA

CxopocTb npoBegenius 11/l B HeMHEJHHOBBIX BOJIOKHAX MOXeT GBITh
MOBbIIIeHa JHIID 32 CYET yBEJAMYEHHs [HaMeTpa BOJIOKIa, T. €. ITolepeylio-
O CeYeHus, H, CEA0BATEIbHO, YMEHBIIEHUs! CONPOTUBIeHMs. B Gobmun-
CTBe HIEPBUBIX BOJIOKOI 6ECITO3BOIIOUIILIX XKHUBOTHBIX AMaMeTpoM oT 0,5 a0
20,0 MKM CKOpPOCTb NIPOBEAEHHS Iie TpeBbIIaeT 4 — 5 M/ ¢, YTO BIONHE
AOCTaTOYHO /1A )KUBOTHBIX C MaJIOMOABHXIBIM 06pa3om xu3nd. Ognako
H 3[€Ch BCTPEYAIOTCSA MCKIIOYENHs; B IIEPBYIO OUepelb 3TO OTHOCHTCS K
HEKOTOPLIM BHAAaM FOJIOBOHOTHX MOJIIIOCKOB — KajJbMapaM M KapakaTH-
IaM. B nopMe 1mo TOHKHM BOJIOKHAM HEPBHbIX CTBOJOB KajbMapa HMJH
KapaKaTULbl HAYT PeAKHe UMITYJIbChl (1€ Bbille ECKOIbKHX B CEKYIAY MM
OZIMH B HECKOIBLKO cekyna). Oniiako o6pa3s XU3HH STUX MOJLTIOCKOB TIpe-
AycMATpHMBAET U CTPEMHUTE/IbHbIE PuiBKY (1anajienye na o6bdy UM yXOX
OT onacHocTH). B TakoM ciyyae Tpe6yIoTcs GbICTpas nepejaya CHrHaja,
BBICOKast CKOPOCTb IpoBeaenHs I1/1.

st BbINOTHENHST DYHKIHH TPOBEAEHUS BO3OYKAEHHUs B SKCTpeMaJib-
HbIX YCJOBHAX >KH3HH >KHBOTHOTO y FOJIOBOHOTMX MOJIIIOCKOB B XO[€
3BOJHOIIMH MPOM30ULIO CIUSHHE HECKOJbKUX AECATKOB U Jake COTEH TOH-
KHMX BOJIOKOH, B pe3yJibTaTe 4ero 06pa3oBajHCh rHraHTCKHe aKCOHbI qHa-
merpoM g0 1 MM. [IpoBegenue PB B TakoM akcoiie Tpe6OBaIO palliOHab-
HOro smueproolecneyennsi. [lelficrBurenbno, npu nposenenuu IIJ] uepes
1 cM? MeM6paHbl aKCOHa BHIXOAUT 4 MKMOJb Kanust. C yueToM Toro 4ro
aMaMeTp BoJiokHa cocTaBsieT S00 MxM, npu ogxom I1/] Tepsiercst 1,/10°
BCETO KaJiMA aKCOIIa3Mbl. JIpyrdMu cI0OBaMM, TMTAHTCKMH akcoll criocobeH
mpoBecTH S - 10° II/1 6e3 «mepesapsaku» KaiHeBoil «6aTapeH» 3a CYET
sHepruu ATO.

CkasaHHO€e CBHAETEIBCTBYET O TOM, 4TO IpoBeenne oquiioynoro I1]]
He HY>KIa€TCsl B 3KCTpeHloM 3HeproobectieuenuH. IIposeaenue PB B Toi-
KHX BoJjiokHaX (061aaI01MX BLICOKHM COOTHOLIEHHEM NOBEPXHOCTh —
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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
aKTHBAIMH Kallala; i — BEPOSITHOCTDb HIIAKTHBALMH KaHaJa; o, f — moren-
LHa/-3aBHCHMbIE KOIICTAUThI CKOPOCTH NPSMOit 1 06paTHOl peaKiHu Ipo-
LleCCa aKTHBallMM Kanaja; *gyx — MaKCHMAJbliast IPOBOJMMOCTb KaHaja;
n — BepOATIIOCTb aKTHBALMH KanaJja.
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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»)

—

a 6

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

8

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. Pacnpencnenre norcHnua-
Jla B CHCTeMe PacTBOp — MemGpaHa — pa-
CTBODp: @ — B OTCYTCTBHE IpajHEHTa KOH-
uem‘paxmn MPOHHKAKUICTr0 MOHA H TMPH Ha-
e iyl GHKCHPOBaHHOTO 3apsiaa Ha MeMOpa-

6 He; 6 — B OTCYTCTBHE (PMKCHPOBAHHOTO 3a-
psiAa Ha MeMOpaHC M IPH HAJMYMK TPAZHCH-
Ta KOHIIEHTPALUWH TPOHUKAIOLICTO HOHA; & —
oTpuilaTesbHbie (DUKCHPOBAHHbBIC 3aPAAbB K
IPaiMEeHT KOHUCHTPAUMH ITPOHMKAIOINCTO
uoHa. 3pechb v,, —Pa3HOCTb NOTEHNHAJIOB
MEXAY PacTBOPAMH; @, — MOTEHIHAN BHEll-
Helt MOBEPXHOCTH MeMOpaHbi; §; — NOTCH-
uuaJ BHyTpeHHeil nMoBepxHOCTH MeMmGpaHbI;
U, — Pa3HOCTb MOTCHUMANOB Ha MeMGpaHe;
d — TOMmUMHA MeMGpaHbI

- + / 3
T RO
(THP) (m)/ - _
on NH; (:3;) (NB;)”M 00c
- __

e ————3 o]}
t
4+ O ===
1 Ore=rrmen
[ Ko ———
+ == ===
1 O=s=m

Axconnasma

Puc. 3.30. Cxema pacnpeae/icHHst TOBEpXHOCTHOTO 3apsija  Ha McM6paHe,
YYacTBYIOWMICTO B PCTYJNANNM HOHHOHK NPOBOAMMOCTH HepBHOro BoJIoKHa. DK —
docdarugnas kucaora; UM — nmugazon; TUP — tupoann; OJI — docdommnuast;

“OOC — noHH3MpOBaHHBIC KapOOKcHJIbHbC ¥ docdarhbie rpynmst docdonrunuaos
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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-
cTassisieT npumepHo 10 Moab /11, 1. e. B 10 000 pas Gobilie, 4eM 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 DJIEKTpHYECKOE TONIC
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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®parmeHT I ®parmenr 11 ®parment III - Oparment IV
§1 5253545556 515253565536 S1 283545556 S1 52 53 sS4 §5 56
221 20202626 25262020 21 26 26 2622222227 24 24 24 22 23 25

Y
W Y/NY
qu ML NP yta31

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
Hapyxnoce 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+ Ca% — X Ca— 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-
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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 Mue/IMHOBBIX HepBaXx JBYyX(a3HOCTb BbIAEJeHHs TEIIa Ha-
6104aTh He YAAETCS, 3 Ha BETeTATUBHBIX 3TO BO3MOXKHO JIMIID IPH YCJIO-
BUY OXJI2X/IEHUA 1€PBIIOTO BOJIOKHA.

Bosee ueTkue naitiisle 0 noTpebieHHH 31HEPTHH HEPBOM B COCTOSIINH
nokos 6bL14 nosyyenst M. Bepesutioii 8 1932 r. Heps kpa6a B iokoe npu
Temreparype 20 °C B npucyrctuu O, BbICBOGOXK/AET 31IEPrHUiO, PaBHYIO
972 [T/t - c. [lpu Bo36y>xeHuM, BbI3BAHIIOM HEIIPEPbIBIILIM Pa3ipaxelu-
€M TOTO )Ke HepBa ¢ MaKCMMaJIbIIOH 4acTOTOM, KOJHYECTBO BBIZENSIEMOTO
TelJa BO3pacTaeT B ABA pa3a. DTH AAlHbIE JOJIIO Iie MOJydain 06bacHe-
HUS, ¥ JIMIIb CPAaBHUTENBHO HEAABHO GBIJIO YCTAIIOBJENO, YTO B HEPBaX
kpaba ot 50 10 90 % snepruu Metabou3Ma UCTIOb3yeTcs Ha paboty Na-
Hacoca, «OTKauuBaloNero» ua kiaerku uorini Na. Bnocnepcreuun K. M. Kon-
nesmn (C. M. Connelly) yaanoch s0xasathb, YTO B [IOKOE HEPB IOTJIOIAET
KMCJIOPOJ, 4TO TaKXe CBUAETE/IbCTBYET 06 aKTUBHBIX MeTa60IMYECKUX TIPO-
eccax, IPOUCXOASIIKX B 1ieM B 3TOM coctosHuu (puc. 3.36).

Iorpe6aenue KucJaopona, Tennonpoayxius,
MKMOJIb /T4 Ax /r-4
1,6
har -4 0,18
1,2 | 0,16
1,0 0,14
0,12
0.8 0,10
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0.4 0.06
0,04
0,2 0.02
1 1 1 1 i i 1 L 1L [
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Puc. 3.36. 3aBucumocts moTpe6renns xucaopona ©) u temnompoayxumn ()
B CENAMIIHOM HEpBE JATYMIKH OT YacTOTbl PHTMHYECKOTO BO3OYXKIACHHs

IIpu anamuse JaimbiX 10 3HepreTHYecKOMY MeTa60JM3My EPBOB CTa-
HOBHUTCS ACHO, YTO CYLIECTBYET KOPPEJISLHsA MEX Y H3MEHEIHsIMH TEILIO-
NPOAYKIHH, IOTpeb el KUCAOPOAa, COAEPKAHHEM H TH/IPOJIH30OM MaKpo-
sproB. Oxa3ajoch, YTO NOBbHIIEHHE (PYHKIMOHAIBHBIX BO3MOXHOCTeil Hep-
BOB B 3BOJIIOIHH NPOHCXOUT NIPH OJHOBPeMEHHOM CHH)KEHHH dHEPreTH-
Y€CKHX 3aTpar lia BbHIO/MHENHE HAEHTHYIIOH paboThl. Eme B nepBbix my6-
JIMKAIMAX, TIOCBAIIEHHbIX MeTaGoIN3My HiepBa, OTMEYaI0Cch, YTO NIPH Nepexo-
Ie K Gonee uuTelcusioit padote (nanpuMep, K 60jiee BBICOKMM DUTMaM
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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

Ko + AI® = AT®

N Oxucsenne
~ MosouHoil

>\\

Yraesoant Monounas “";"0"’"
\.4 KHCJI0Ta - 2:( r“;g:non,
o - ’
— ——
S — — 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.

115



