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« OneKkTpuyeckne cBONCTBA KNETKU

* WckyccTBeHHble MeMBpaHbl NpegcTaBnsatoT
cob0oK TONbLKO NUNNAHLIN BUCNON N He coaepXKaT
6enkos. (puc. 1-36 Al). [Noka3zaHHy0 Ha JaHHOM
pUCyHKe MemMOpaHy MOXHO NpeacTaBvTh B BUAE
SKBMBAITIEHTHOW 3NTEKTPUYECKOU CXeMbI (pUC.
1-36 A2), BkntoyaroLe eMKOCTHOWN KOMIMOHEHT
meMbpaHsb! (C) U pe3nCTUBHbLIA KOMIMOHEHT (R)._
JTO CBA3aHO C TEM, YTO, BO-NEPBbIX, MUNNAHbLIN
Bucnon BnpAMyo MOXHO ynogoouTb
9NIeKTPUYECKOMY 3fIeMEeHTY KOHAeHcaTopy, a BO
BTOPbIX, 3N1EKTPNYECKOMY INEMEHTY PE3NCTOPY
(conpoTuBnNeHuto).

[MpocTenwnn KoHgeHcaTop NpeacTaBnseT cobon
ABe 00Knagku, Haxogdalineca Ha HeBONbLLOM
pacctosaHun gpyr ot gpyra. Korga ero
NO4COEOMHSAIOT K UCTOYHUKY NOCTOSIHHOIO TOKa,
TO 0gHa ero obknaaka 3apsikaeTtcs
NONOXUTENLHO, a Apyras - oTpMUaTerNbHO.
EMKOCTb Takoro koHAeHcaTopa 3aBUCUT OT
nnowaann obknagok (4em MeHbLUe nnowanb, TeM
MEHbLLE EMKOCTb) 1 OT PaCCTOSAHUSA MeXay HAMMU
(4eM MeHbLLEe paccToaHue, TeM bonbLue
eMKOCTb). HanpsikeHue V Ha 3aXnmax anemeHTa
€MKOCTW U TOK |, MPOXOAALLINN Yepes 3IEMEHT,
cBsi3aHbl Mexay cOb60oM COOTHOLLEHUEM:

dv
[=C— (1.2)
dt

YaenbHast EMKOCTb UCKYCCTBEHHbIX NUMNNAHbIX MeMbpaH
Mtonnepa n Mionnepa-PyanHa (C) paBHa okorno 0,4-1
uF/cm?. (3T1a BennunHa 6nvska 1 Ana meMm6paH KrneTok,
MOCKOJSIbKY N UX EMKOCTb ODYCrioBneHa UCKNIYNUTESbHO
nMNUAHLIM drucnoem.)

BmecTe ¢ TeM MCKYCCTBEHHbIVM NUNUOHbBIN BUCNON
obnagaet KpanHe BbICOKUM

conpoTtueneHmem (R), BennunHa KOTOpOro NexuT B
ananasore 10°-10° Qxcm? (MOCKOnbKY XMp, MO CYLLECTBY,
CINY>XXUT N30MATOPOM), YTO Ha HECKOSbKO NOPSAKOB BbILLE
CONPOTUBIEHNA BMONOrM4eckon memopaHol

(R_), Benuumuna kotopoi okono 10° Qxcm?. Kak 6bino
OTMEYEHO, CTOSb BbICOKOE COMPOTUBIEHMNE NUMUOHOIO
Oncnos MOXXHO NOHM3NTL AobaBneHnem 6enkos
(aneKkTpunyeckoe ConpoTUBIIEHME KOTOPLIX 3HAYNTENBHO
MEHbLLE 3MEeKTPUYECKOro COnpoTUBIEHNA NMNUAO0B) UM
coeMHeHNn, 0bpa3yroLLNX NOHHbIE KaHarsbl.

B anekTpoTexHuke HanpsikeHue V, npunoxXeHHoe K
9NIEMEHTY aKTUBHOIO CONPOTMBNEHNS R, U

TOK [/, npoxoasinm Yepes Hero, cBsi3aHbl Mexay cobon
NMMHENHBLIM COOTHOLLIEHMEM, KOTOPOE npeacTaBnseT cobon

" v=IxR (1.3)



« PaccmoTpum Tenepb peanbHyto MemBpaHy KNeTku, NnpeacTaBneHHyo Ha puc. 1-36 b1.
Takas membpaHa coaepXuT AMNngHbIN GUCON, B KOTOPbI BCTPOEHbLI pPa3fnyHble
BenkoBblie MOMEKyIbl, BbINOMHALME pa3HO0Opa3Hbie YHKLMK, O YEM peYdb NONOET B
cnegyroLnX pasaenax.

« TO U pasnn4Hble peLenTopHble Bernkn, U Bernkm MOHHbIX KaHaroB, Yepes KoTopble
NOHBLIABWXYTCHA NAaCCUBHO, U, HAKOHeEL,, Derkn, OTBETCTBEHHbLIE 3@ aKTUBHbIN NEPEHOC
MOHOB (Harnpumep, NokasaHHasa Ha pucyHke Na+/K+-ATdasza).

* Takyto MembpaHy MOXHO NpeacTaBUTb B BUAE 9KBMBANIEHTHOM SMNEKTPUYECKON CXEMDbI
(pnc. 1-36 525), BKIHOYaKOLLLEN EMKOCTHOW KOMMOHEHT MeMbpaHbl (Cm) 1 pe3ancTnBHbLIN
KOMMOHEHT (Rm). EMKOCTHOM KOMNOHEHT (Cm) peanbHOM MeMbpaHbl KNeTKU 00yCIoBeH
NCKMIOYNTESTbHO ee NNnAHLIM O1cnoeMm, a pe3vCTUBHBLIN KOMMOHEHT (Rm) benkamu,
BCTPOEHHbIMW B NUNUAHBIN BUCIoNn, 1, npexae Bcero, benkamm, o6pasyroLLUMmN NMOHHLIE
KaHanbl. HO B 3Ty 9KBMBAIIEHTHYIO 3fIEKTPUYECKYIO CXEMY BBeaEHa eLle n batapes (Em),
dopmupytoLasl pa3HOCTb NOTEHLMANOB OTHOCUTENBHO MEMOPaHHbI.

» Ee pornb BbINOMHSAET cneyndunyeckuin benok membpatsl - Na+/K+-ATd®asa, co3gatoulas
PA3HOCTb MOTEHLIMANOB OTHOCUTENBHO MEMOpPaHbI KNETKM.
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* Puc. 1-36. [laccuBHble ar1IeKTpUYECKNE CBOMCTBA

KINEeTKU.

B yactu (A) npeacraeneHbl Mogenb MCKYCCTBEHHOM
MemMbpaHbl (Al) 1 ee SKBUBANEHTHas aneKkTpuyeckas cxema
(A2), cocTosilias n3 emkoctn (koHageHcatopa) (C), ponb
KOTOPOro UrpaeT NMnuaHsi bucnon, u conpotmeneHus (R)
aToro nunuaHoro 6ucnos. B yactu (B) npeacrasneHsl
Moaenb MmeMbpaHsbl kneTtku (b1) n ee akBmBaneHTHas
anekTpuyeckas cxema (b2), coctodawaa ns koHgeHcaTopa
(Cm), ponb KOTOPOro UrpaeT NMNUaHbIN BUCNoN,
nepemMeHHOoro conpoTmerieHns (Rm), Npu NOMoOLLM KOTOPOro
MOAENNPYIOT MOHHbIE KaHanbl, HaXo4sLWmnecsa B OTKPbITOM
NN 3aKPbITOM COCTOSIHMU, U, HAKOHeL, baTapeu (Em),
cosfaroLLen pasHOCTb NOTEHLUMANOB MeX4y BHELLHEN U
BHYTPEHHen cpenou knetkn. Obpatnte BHUMaHWE, YTO Ha
3KBMBANEHTHOM 3NIEKTPUYECKON CXEME MEMDpPaHbl SNEMEHT
«baTapesa» nocnegoBaTeribHO COEANUHEH C 3NIEMEHTOM
«COMPOTUBNEHME, YTO COOTBETCTBYET TpeboBaHNAM
Kraccuyeckom anekTpoHnkn. OgHako ponb 6artapeun
BbINOSTHSAET BCE Ta e MeMbpaHa, a ee pa3HOCTb
noTeHUnanoB co3gaeTt Haxoasawmmncsa B MembpaHe 6enok
(dbepmeHT) Na+/K+-ATdasa, koTopas cxeMaTnyiHo
npeacraeneHa B Kpyre



ConpoTtuBneHne MemopaHbl KIETKU

* [1ng nsydeHns meMmbpaH KneTok NpuMeHSoTCA 3aK0oHbI, UCMNosSib3yeMble A4
OonucaHnsa aNeMeHTOB NUHEWHbIX Lieneun 1 nx napannenbHOro u
nocrienoBaTeribHOro COeAMHEHNN, pacCMOTpPEHHLIE Bbiwe. Obcyamm mnx
NPUMEHUTENBHO K MACCUBHbBIM 3fIEKTPUYECKUM XapaKTEPUCTUKAM KIETOK.

° O,EI,HO N3 3TUX NaCCNBHbIX 3J1EKTPNYHECKUNX CBOMNCTB- OTHOLLEHNE N3MEHEHUSA

I]\-/IGBI\7/I'6A\|Z))8HHOFO noTteHumana (DVm) K TOKY |, TekyLiemy 4yepes membpaHy (puc.

* OTO OTHOLLUEHWNE Ha3bIBAETCHA COMPOTUBNEHNEM MEMOpPaHBI (%) n
namepsetcs B Omax. ConpoTuerieHne xapaktepusyeT CnocobHOCTb
MeMOpaHbI NPenATCTBOBATL MPOTEKAHUIO TOKA. [1OCKOMBLKY TOK TEYET He
TONbKO Yepe3 Hee, HO U Yeped BHYTPEHHIOK U HApPYXXHYIO Cpeabl, a
reoMeTpus KNneTkn 4acto Hen3peCTHa, CyMMapHOE CONpoTUBIEHME,
npeogornesaemMoe TOKOM, Ha3blBaeTCA BXOAHbIM conpoTusrneHmneM (Rinput
NN, COKpaLLEHHO, - Rin). 3akoH OMa, onucbiBarOLW MU COOTHOLLEHMNE MeXay

TOKOM, Hanpsa>xxXxeHnem " CornpoTmnBrieHNEM B SINEKTPUHECKUX LENMAX,
NOJNTHOCTbLIO NPUMAHIAN 14 K ANNAriauacKIAM MaMANAHAM:

AV

R, ——— (1.4)
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* Benn4inHa, obpaTtHaga conpoTtueneHunto (1/Rin), Xxapakrepusyer
CNoCcoBbHOCTb MEMDpPaHbI MPOBOANTL TOK. OTO COOTHOLLEHNE
Ha3bIBaeTCs NPOBOANMOCTbLIO (Gin). YMEHbLUEHUE
COMPOTUBNEHNA MEMODpPaHbI 9KBUBANEHTHO YBENMNYEHUIO

npoBogMMOC™* 7
G, = (1.5)
AV,

PaccmoTpum ngeannampoBaHHoe Terio HenpoHa 6e3 akcoHoB u aeHapuTos (puc. 1-39 b).
Ecnn ¢ MOMOLLbIO BHYTPUKIIETOYHOIO 3neKkTpoaa nponyckaTs Tok cunon 0,1 HA (1 HA = 107 A)
HapyXXy, TO OH paBHOMEPHO NPOTEKAET Yepe3 BCKO MOBEPXHOCTb KIETOYHOW MeMOpaHb! (3a cyeT
9KBUMOTEHUNANbLHOCTN NOBEPXHOCTU LIapa naeanmsnpoBaHHOW KIeTkn). B pesynesrarte
aenonapusauuoHHbIv casur noteHuuana Ha 10 mB, 3aperncTpupoBaHHbIN B COCELHEN TOYKE BHYTPU
KIETKN, YKa3blBaeT Ha TO, YTO B 3TOMN TOYKE KrieTka (MembpaHa 1 akcornnasma) uMeeT
conpotuenexune 100 MOm (1 MOm = 10° Om):

AV, [0x10

m

B o= = = 100x10°Q  (16)
[ [x10 1V




Takas BenvumnHa TMNMYHa, HaNpMMep, AN HEPBHbIX KNETOK MOMOCKOB. B 3aBMCMMOCTH OT
reoMeTpun KNeTkn n cBOMCTB MeMbpaHbl BXOAHbIE COMPOTUBMNEHNSA HENPOHOB MOTYT
BapbMpOBaTh B Npeaenax

oT 105 go 108 OM; 4eM MeHbLLUe KIeTKa, TeM BblLLe ee BXOAHOEe CONnpoTUBNeHue (npu
O4MHaKOBbIX CBOMCTBax MembpaHsbl). ConpoTuereHne memopaHbl MOXHO n3o0bpasnTb
coeAuHeHHbIM NocrneanoBaTensLHO ¢ batapeen, cosgaroen MeMOpaHHbIN NoTeHUMan Em.

[TockonbKy Npu n3amepeHun Rin pasmepbl U QopMa HEUPOHA HEe YYUTbIBAKOTCA, 3TOT
napamMeTp He NoAxoauT ANA CPpaBHEHWUS CBOMCTB MeMOpaHb! Y KINETOK pasfiniyHOM BENUYUHDI
7 CBOprI. BMecTo 3TOro npuMeHaAT CTaHA4aPTU3UPOBAHHLIN NapaMeTp - yaenbHoe
COI'Ip6OTI/IBJ'IeHI/Ie MembpaHbl (Rm), COOTBETCTBYHOLLIEE MONEPEYHOMY COMPOTUBNEHNIO 1 CM2
MeMOpaHbI.

Taknum obpasom, yaenbHoe conpoTuBneHme MemopaHbl onpeaensieTcs AByMst akTopaMu:

* COMPOTMBIEHNEM MEMOpPaHBbI, ABASAOLLIMMCSA MEPOW NPOBOASLLNX CBONCTB MEMOpPaH®bI, T.€.
ee NPOHNLLAEMOCTN A1 NOHOB;

e 00LLIEN NMoLLaAblo NOBEPXHOCTU MEMOpaHbI.

Onsa kneTkn, metoLLen BxogHoe conpotmnenenne 100 MOm 1 pagmyc 100 MKM (nnowiagb
NOBEPXHOCTU 1,26X10-3 unu npudnmantTensHo 10-3 cm2), NoNy4nMm:

R =108 Qx10 ? cm?=105 Qxcm?=100 000 Qxcm? (1.7)



JTa BeNnnYnHa Takke TUNmMYHa Ons Ten HEPBHbIX KNETOK MOSSTOCKOB. Y DONbLWWHCTBA APYrnX XKUBOTHbLIX
MeMOpaHbl KNeTOYHbIX TeST HEMPOHOB Bonee NpoHMLaemMbl A8 MOHOB M 0651agatoT 3HaYUTENbHO MEHbLLMMU
BEMUYMHAMM MEMBPAHHOrO COMPOTUBIEHUS - NpUMepHO oT 20 OMxcm?(nepexsaTbl PaHBbe nepndepnyecknx
aKkcoHOB nAryLwkn) 4o 16 000 OMxcm? (Tena MayTHEPOBCKUX KIETOK MUHOTW).

OpHako B aKkcrnepuMeHTanbHom paboTe nnowanb NOBEPXHOCTU KINETKN USMEPUTL KpanHe CIOXHO, MNO3TOMY B
nccrnegoBaHnAX AN HOPMUPOBAHUSA UCTOMNb3YOT EMKOCTb MeMOpaHbI, Tak Kak OHa nNponopuuoHarbHa
nowaan NoBepPXHOCTU KIETKN.,

Ons chepryecKom Kne= "7 -~ —~ =7 mT= S smieem s o —o— s es =g A2 BeMIUYUHA R _ onpenensieTcs no

(bopMyne: [e’” — Rm X 47?[“ (l 8)

Kpome conpotusneHust Membpaxbl R (OMXCM?), NN MHa4e yaenbHOro ConpoTUBIEHUS MeMBpaHI,
MCNOMb3YyHOT crieayoLlne napamMmeTpsbl:

ConpoTtueneHne meMbpaHbl Ha eauHULY AnuHbl BorokHa r (OMxcm), paBHoe R _/md, roe d -
OVnaMeTp BOSIOKHaA.

COI'IpOTl/IBJ'IeHl/Ie LMTONNa3mbl (r, ) Ha eauHMULY ANUHBI A4S TOKa, TeKyLero BOOSb akCoHa, paBHOe
R /1Tr Ons knetkn ¢ R, paBHbIM 50 OMXCM, 1 paguycom akcoHa 50 MKM, 1, paBHO 6, 3x105 Owm/cm.
Kpome TOro, I/ICI'IOJ'Ib3y}0T BHEKNETOYHOE CONpPOTUBIEHNE I (OM/CM) Ha eQVHULY ONWHbLI ANs TOKa,
TEeKyLLEero B4OsSb akcoHa.



 EMKOCTb MeMOpaHbI

* CTI/IMyJ'IVIpyFI KINEeTKy HebonbLUMMK nMnyJribCamMu

3NEeKTPUYECKOro Toka, MOXKHO U3y4uTb eLlie OgHO
CBOMCTBO MeMbpaHbl. Ecnu gaxe nmnynbcbl Toka (Im),
BbI3blBaOLLME N3MEHEHNE MEMBPAHHOIO NoTeHUMana
(DVm), HapacTaloT 1 cnagaroT 04eHb ObICTPO (3TO
NPSAMOYrofibHble MMMYIbCbl), MEMOpPaHHbIV NOTEeHUNan
BCe paBHO OydeT HapacTaTb U cnagaTb MeAs1IeEHHO (puc.
1-37 B). 310 00YCnoBneHo eLle oagHUM OU3NYECKUM
CBOWCTBOM MeMbpaHbl - ee eMKOCTbI0. EMKOCTb
HakannMBaeT 3apsaabl Ha CBOEW NOBEPXHOCTH, U
noatomy 6yaeT okasbiBaTb CONPOTUBIIEHNE NHOOLIM
N3MEHEHNAM noTeHumana. ToK MOXET Te4Yb B EMKOCTb
WU N3 Hee TONbKO Torga, Korga HanpsXXeHne Ha Hew
MeHsieTcs. Kak TONbKO eMKOCTb 3apsauTcs 4o
noTeHuwnana, paBHoro nogaBaemMomy Ha Hee,
€MKOCTHOW TOK NpekpaTutcs. Takum obpasom, EMKOCTb
He NPenATCTBYET M3MEHeHUdAM NoTeHuuana, a
3amennsaeT ero yBenmyeHme n ymeHbLUleHne.

MembpaHa paboTaeT Kak eMKOCTb, MOTOMY YTO
BHYTPUKINETOYHAsA U BHEKNETOYHas cpeapbl
npeacTaBnsoT COOOM ANEKTPONUTLI, KOTOPbIE
SBMSAOTCS XOPOLUMMN NPOBOAHMKAMWN, TOrga Kak
NMetoLLLas BbICOKOE COI‘IEOTI/IBJ'IeHI/Ie MeMOpaHa CnyxuT
XOPOLUMM N30MATOPOM. bnarogapsi CBOMM €MKOCTHbIM
CBOMCTBaAM KNETKN MOryT Hakanmnnearb (Unu
pasgenaTb) 3apsaabl. Hanpumep, ecnn umnynsc
NOCTOSAHHOIO 3NEKTPMYECKOro TOKa BbI3OBET
n3MeHeHne MeMbpaHHOro noTeHUmana, To Ha
BHYTPEHHEN 1 HAPY>KHOM NOBEPXHOCTSAX MEMOpPaHbI

BO3HUKHAT 2ANAan nnNnnnNi lMNHAMNRHRKIA ND\/m ¥nHasa
eMi g {
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EMKOCTb KNeTkn NpsiMo NponopLMoHarnbHa nrowaan noBepxHocTn membpaHbl (6onbLuas
MNoLaAb BHELIHETO U BHYTPEHHETO XMAKMX MPOBOAHMKOB NO3BONSIET MEMOpaHe yaepxaTb
6onbLuniA 3apaa) n obpaTHO NPONOpLUMOHanbHa ee TonwuHe (yBenuyeHne ToNWuHbI
MeMbpaHbl yMEHbLLAET B3aMMOAENCTBINE 3apsA0B, HAX0AALWMNXCS Ha KaXXaon 13

nNpoBoAALMX NoBepXHOCTEN). [MOCKONbKY TOMNLWMWHA BCEX KNETOYHbIX MeMBpaH NnpuMepHO
oaunHakoBa (7,5 HME eMKOCTb MeMbBpaHbl (Cm) 3aBUCUT, rMaBHbIM 06pasom, oT nroLaam
NOBEPXHOCTWN M pacCYNTbIBAETCA HAa 1 CM2 NOBEPXHOCTN MEMOpPaHbI. MeM6paHHbM
noTeHunan KneTkn paBeH 3ap;m|e/ mMeMObpaHbl, AENEHHOMY Ha ee eMKOCTb (Vm=qg/Cm). EMKOCTb
namepsetca B hapagax: 1 ®=1 Kn (6,24x1018 anekTpoHoB) Ha 1 B.

Ecnu 661 Mbl NPONYyCTUNY NPSMOYTOSbHbIA UMMYIbC 3MEKTPUYECKOrO TOKa TONbKO Yepes
conpoTMBneHne memobpaHbl, OH Bbi3Basn Obl NPSAMOYronbHbIN CKad4oK HanpsxeHus. Ho
NocKomnbKy MembpaHa paboTaeT Tak e Kak M eMKOCTb, a Ta yAepPXXMBaEeT 3apsabl,
npoxoastilemy yepes memopaHy TOKy TpebyeTcs HEKOTOPOe BpeMS, YTOObl NU3MEHUTb
noTeHuunan Ha membpaHe. [ocKorbKY eMKOCTb 1 CONpOoTUBEHNe MeMbpaHbl CoegUHEHbI
napannenbHo, HanpshXeHne Ha HUX ByAeT OHO 1 TO e, Tak YTO B KaXAbl JaHHbLI MOMEHT
eMKOCTb MeMBpaHbl OyAeT HECTM 3apsif, MPONOPLMOHATbHbI MEMBPAHHOMY noTeHuuany.
[nsa Toro 4To6bl UMNYMBLC ANEKTPUYECKOTO TOKA CMOT MOJTHOCTBIO UBMEHWUTL MEMOPaHHBIN
noTeHuman 4O HOBOro 3Ha4YeHus (onpeaensaemMoro CUon Toka 1 ConpoTUBIEHNEM
MeM6paHbl), TOK CHavana gOMmKeH U3MEHUTb 3apsaa Ha eMKOCTM MeMbpaHbl 1 CABUHYTL ero 4o
YPOBHS, COOTBETCTBYIOLLETO HOBOMY MeMBpaHHOMY noTeHumarny. Takum obpasom, TOK,
nogaBaeMmbli B KNETKY, CHaYana AOimKEeH BONTU B EMKOCTb U BbINTU U3 HEE, U3MEHNB ee
3apag. No mepe Toro kak MeMOpaHHbIN NOTEHLMan NoCTeneHHo NpubnmxaeTcs K CBOemy
HOBOMY 3HAY€HUI0, BCE MEHbLLAs A0NA TOKa NPOXoaUT Yepes eMKOCTb 1 Bce bonbLuasn aons
Ha4YMHAaEeT NPoOXoauTb Yepes conpoTueneHne. Koraa eMKoCTb 3apsaamTes 40 KOHLA, BECb TOK
OyoeT Tedb Yepes ConpoTUBIIEHME.

Takum 06pa3om, korga Ha MeMbpaHy NogaeTcs UMNYIbC ANEKTPUYECKOro TOKa, OH UAET No
AByM nyTaMm. CHavyana Tok NpoTEKAET No eMKOCTM MEMOpaHbI, U3MeHSIS 3apsia Ha Hell. JToT
KOMMOHEHT TOoKa Ha3blBaeTCcA eMKOCTHbIM TOKOM (IC). o Mepe 3apsiga eMKOCTU CHMKatoTCs
€MKOCTHas COCTaBNAoLLasa TOKa M QCHOBHas YacTb OCTaBLLUErocs Toka, Ta, KoTopas Luna
yepes ConpoTMBIIEHNE. OTOT BTOPOM KOMMOHEHT Ha3blBA€TCA TOKOM CONPOTMBIEHMS (IR), UK
WNOHHbIM TOKOM (B KNeTKax, rae anekTpu4yecTBo NepeHOCUTCS TONbKO MOHaMK). TU TOKM
cxXeMaTuUYecKu NpeacTaBneHbl Ha puc. 1-37 A, B.

WNTak, ecnu Mbl nogaem Ha MembpaHy TOK, TO NpoTeKaHMe ero Yepes Rm OnNncbIBaeTCs
3akoHoMm Oma:
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* rae AVm - U3MeHeHne MemMopaHHOro noTeHLmana, Npou3BoANMOE TOKOM IR.

* [IpoTekaHne ToKa Yepe3 EMKOCTb MOXHO paccyMTaTb cneayroLwwmm odbpasom. EMKOCTHOM
TOK paBeH CKOPOCTUN N3MEHEHUA 3apaaa, T.e. IC = dg/dt. [Nockonbky g=CmVm, BenmynHa
€MKOCTHOro TOKa onpefnensercd

* BEMUYMHOWN EMKOCTN Cm U CKOPOCTbIO M3MEHEHUNS HanpsikeHus (dVm/dt):

d l/H?
[—C, —— (1.11)
ds
Taknm obpasom, obLuin ToK Yepes MembpaHy OyaeT paBeH:
AV;PE d V;J.-’
[tn:—_'_(’,,,;— (1-12)
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BpemeHHOM xoa IR MO>HO OLIEHUTb MO 3annucu MeMbpaHHOro noTeHuuana, Tak Kak
AVT=IRm. Mockonbky /,+/ .=/ , TOK Yepe3 eMKOCTb (/) MOXHO Nony4nTb, BblYUTas
n3 | BenuuuHy /..



HapyxHas cpega (0 mV)
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» Puc. 1-37. ConpoTuBrieHNEe N EMKOCTb MEMBpPAHbI.
* A - 3KBMBareHTHas anekTpuyeckas cxema ans ydactka memopaHbl,

BKIoYaroLas TonbKo 6arapeto (Em), popMunpyoLLyto MeMopaHHbIN
noTeHuman n nocriegoBaTtenbHO COEQMHEHHOE C HEWN dneKkTpuyeckoe
conpotusrieHne (rm). OT reHepaTopa Yyepe3 meMbpaHy
MNpOMnyCcKaeTcs NOCTOAHHbIW 3reKTPUYECKUI TOK. Ero BennymHa
pernctpupyetcs amnepmetpom. MembpaHHbIn noTeHyman
perncTpmpyerca Tem Unm MHbIM namepuTenbHbIM Npudopom (4ns
NPOCTOTbI HAa CXeMe NnokasaH BONbTMETP). 3Hasi BENUYUHY
nogaBaemMoro Toka 1 BefiIM4nHy 3aperncTpupoBaHHOro NnoTeHunana
no 3akoHy OMa, MOXHO paccymnTaTb BXOQHOE COMPOTUBIIEHME
MeMOpaHbI KNETKMW.

b - ngeanusnpoBaHHOE Tero KINEeTKM C 9KBMMOTEHLNAITbHON
NOBEPXHOCTbLIO (HAaNpumep, HempoHa 6e3 akcoHa 1 A4eHAPUTOB) Npu
nccnegoBaHMM BHYTPUKNETOYHbIX NOTeHuuanoB. CornacHo
KIlaccn4yeckon cxeme B KIreTKy BBeAeH OOUH MUKPO3IIEKTPOA,
pPerMcTpupyroLLInm ee noteHuman, ¥ BTopon MUKPO3SEKTPOA,
COeANHEHHbIN C reHepaTopoM NPAMOYroSibHbIX UMMNYNbCOB
3NEeKTPUYeCcKoro Toka, ucrnonb3yembin 4na cMeLLeHna noTeHumana
KIMEeTKM B CTOPOHY Aenongapusauun unuv runepnonapusacmu.

B - akBnBaneHTHas ANeKTpnyecKasd cxemMma and ydactka MeM6paHbI.

(1) Ecnv npunoxeH NpAMOYronbHbIN UMMNYMbC 3NEKTPUYECKOro Toka
Im (KpacHas Kpusasi), Co3aaroLLnin HebOomnbLIOW (MacCUBHbIN
3NEeKTPOTOHNYECKMIN) NoTeHUMan Avm , TO 3TOT TOK pasnaraeTca Ha
PE3NUCTUBHYIO (CUHSAS KpMBas) U eMKOCTHYIO (rony6as kpmBas)
cocTtaBnsaowme. PasHOCTbIO im U iraBnsieTCA ic.

(2) Llenb cogepxnt 6atapetro em, CoO3atoLLyO MOTEHLMan Nokos,
COEeIMHEHHYI0 NnocriefoBaTesSibHO C CONMPOTUBIIEHNEM rm U
napannernbHO C EMKOCTbIO Cm. JKBMBAlIEHTHas aneKkTpuyeckas
cxema moaenupyet HebosbLLoW y4acTok MeMbpaHbl. Ha cxeme
NOKasaHo, KaK YacTb TOKa NPOXO4MUT Yepes conpoTmBrieHue (ir) n
Ha3blBaeTCSH MOHHbIM TOKOM; pyrasa 4acTb TEYET K eMKOCTU U OT
€MKOCTU U Ha3blBaeTCA eMKOCTHbIM TOKOM (IC)



» [TocmosiHHasi epeMeHU MeMbpaHbI

 [locTosiHHas BpeMeHn MembpaHbl (Tm) - 3TO BpeMsi, Heobxoanmoe Anisi Toro, YTobbl MMMNYNbC NOCTOSIHHOIO TOKa 3apsann
eMKOCTb MeMOpaHbI (cdhepryeckomn KNneTkun) Ha 63% Unu, TodHee, JoBeN ee 3apsa 40 1-1/e OT ero KOHeYHOro 3Ha4YeHus,
00yCnoBNEHHOro BEMNNYMHOM UMMNYbCa SNEKTPUYECKOro TOKA.

* B ¢pase nogbema (puc. 1-38 A2, A3) usmeHeHune noteHumnana Vm Bo BpeMeHU npu nogade nMnynbca anekTpruyeckoro Toka
onncbiBaeTCcH ypaBHEHNEM: g IR (1 R C 113
— S ¢ m=m
77 m( = ) 2 ( T )’

rae | - BenmymHa CTyneHbKM ToKa, Npornyckaemoro Yepes MemopaHy; IR - KoHeYHoe 3HaveHne
MembpaHHOro noTeHumana, o6ycn0|3neHHoro MMMYbCOM SMEKTPUYECKOro Toka. Mpu ¢ = T

=R _C_umeem: (1 _e l)—[Rm(l l/e) = 0()’;[[{ (1.14).

[TOCTOSAHHYO BPEMEHMU MeM6paHbI (T= RmCm) MO>XHO U3MEPUTL HEMNOCPEACTBEHHO MO 3aNNUCAM HaNPsHKEHUS
(cm. puc. 1-38 A2, A3). B npnsegeHHOM npumepe ansa HempoHa Mmosnsitocka ¢ Rm= 100 000 OMXCM2 TUNUYHOE
3HayeHue Tm byaeT paBHO 100 Mc. [1na pasnuyHbIX KNETOK 3HAaYEHUSI Tm BapbUPYHOTCS OT 04HOW 0
HECKOSbKNUX COTEH MUINMNUCEKYHA. Y cdheprnyecKkon KNneTkn 6e3 akcoHa u 4eHOPUTOB NOCTOSIHHYO BPEMEHMN
MO>XHO NpeaCcTaBUTb Kak:

=R C_ (1.15).

Takum 06pa30|v| N3MepeHMe TM BaXKHO TaKxe ,D,J'Iﬂ oueHkn C . I'IyCTb ™m pasHo 100 mc, a R - 100 000
OMXCM?, Toraa eMKOCTb C 6ynet pasHa 1 Md/cm?:

3
- |00>flO © = 100x10 *®/ev= 1 mD/cv? (1.16)

[x10° Qxem?

m



NocTosiIHHaA ANUHLbI MeM6paHbl

[TocTosiHHas AnnHbl MeMmbpaHsbl (A) - 3TO pacCTOsIHUE OT TOYKM B HEMPOHE, rae npu noMoLLM BHYTPUKITETOUYHOIO
anekTpoaa Obin UI3SMEHEH MeMBpaHHbINM NOTEHUMan, 40 TOM TOYKM Ha akCOHe, rae 3ToT noteHuman notepsaeT 63%
nnn nHadve 1 = 1/e ceoen nepeoHavyarbHOW BENUYMHBI.

3mMeHeHns1 noTeHUMana B pasfiMyHblX TOYKaxX akcoHa MOXHO M3MEPUTb C NMOMOLLIbIO BBEAEHUST PETMCTPUPYHOLLIMX
anektpogos (V,, V,, V., V,) Ha pa3annyHbix paccTosiHWsX BAOnb akcoHa (puc. 1-38 b1). INyctb akcoH nmeet
bonbLion u,malvleTp, CpaBHI/IMt 1 , dR_ HHas ONuHbI (B caHTUMeTpax) byaet

onpenensaTbca popmMyIron: A= N——, (1.17)
1n

rae R - yaenbHoe conpoTuBneHne memopaHsbl; r, - yaenbHoe COnpoTuUBreHNe akconnasmbl; d - anamerp
akcoHa. Mbl npuBoAUM NMnLLL KOHEYHYO OOpPMYIY, NOCKOSIbKY B OCHOBE €€ BblBOAa NeXar Te XXe NpUHUUnbI,
YTO U AN NOCTOSAHHOW BPEMEHMW.

[MocTosiHHaAsA ANNMHBbI MEMOpPaHbI - 3TO PACcCTOSIHME, Ha KOTOPOE BOOSb aKCOHA 3NEeKTPOTOHNYECKU
paCI'IpOCTpaHFHOTCFI nop,noporosble curHansl. Ecnun HelpoH nmeet conpoTuenedne R =100 000

OmMxXCcM? 1 r.=90 OMXCM?, MOCTOSIHHAsA ANUHBLI NPU AnameTpe akcoHa 20 MKM paBHa 1'em. Ho ONsl akCOHOB
Maroro p,vlalvleTpa d I'IOCTOFlHHaFl ONWHBI MOXET BbITb 3HAUNTENBLHO MeHbLUe K gocturatb 0,1 cm.



Puc. 1-38. OnpeageneHne NOCTOSAHHbLIX BPEMEHU U ONNHBI.

A - noctosiHHasa BpemeHu. Ha naHenu Al nsobpaxeHa cxema
aKkcrnepumMmeHTa. Hepes CTUMYNUpPYOLWKWIM BHYTPUKITETOUHbIN
MMUKPOIMEKTPOL, Ha KNEeTKY NogaeTca MMNYrbC 3reKTPUYECcKoro
TOKa, @ U3MEeHeHNa MemMbpaHHOro NnoTeHunana n3mMepstoT ¢
MOMOLLIbIO PEMMCTPUPYIOLLLETNO BHYTPUKIETOYHOIO
MUKpoanekTpoaa. Ha'maHenn A2 nokasaHO nsMeHeHue
MeMBpaHHOro NoTeHLMana Bo BpEMEHN (HKHASA KpuBas) Ha
dboHe nogaym ANMTENbHOIo MMMyrbca NOCTOSAHHOIo
3MNEKTPUYECKOro ToKa (BepxXHASA KpyBas). TOK Bbl3blBAET 5
aenonapusauuio BennumHom 10 MB n capuraet MembpaHHbIN
noTeHuman c -60 go -50 mB. Bpems, Heobxoanmoe ans .
AOCTUXKEHUA 63,2% 3TOro U3AMEHEHMS, Ha3bIBalOT NOCTOAHHON
BpeMeHU KNneToyHom membpaHbl. B jaHHOM npyMmepe oHa paBHa
100 mc. Ha naHenun A3 nokasaHO namMeHeHne meMbpaHHOro
noTeHUMana BO BpEMEHU (HWXKHASA KpmBad) Ha ooHe nogaym
KOPOTKOIo MMrysibca NOCTOSHHOIO 3reKTPUYeCcKoro Toka
(BepxHAsA KpmBas).

b - noctosiHHas EIIJ'IVIHbI. Ha naHenu B1 nsobpaxeH npuHLmMn
3KcrnepumMeHTa. Hepes CTUMYNUPYIOLLMIA BHYTPUKINETOUHbIN
MWKPOSMEKTPO, BBEAEHHbIV B aKCOH, MOAAETCs UMMYrbC
SMEeKTPUYECKOro ToKa, KOTOPbIV pacrnpocTpaHsaeTcs
3rEeKTPOTOHUYECKM MO aKCOHY, a U3MEHEHNss MeMBpaHHOro
noTeHumana n3aMepsatTCs BHYTPUKNETOUHbIMA

erncTpUpYyoLLMMU MUKPOIMEKTPOAaMU B TOYKE cmm\ymumm
FVl) M B pa3nnyHbIX TOYKax BOOSb akcoHa (V2, V3, V4, V5).

Ha naHenn B2 nokasaHbl U3MeHeHMst MEMOpPaHHOro NoTeHumana
B 3aBMCUMOCTU OT pacCTosiHUS (CBepXY) U rpadnK yMEHbLLEHUS
amnnutya. Ha naHenu B3 nsobpaxeHa cxema aKkcriepumeHTa.
Yepes CTMMynupyoLUIA BHYTPUKITETOYHbLIA MUKPO3EKTPOS,
BBeAEHHbIN B TEMNO HENPOHA, NoAaeTca UMNYnbC
ANEeKTPUYECKOro Toka, KOTOPbIN pacnpoCcTpaHAETCs
3NEKTPOTOHNYECKN MO aKCOHY, a U3MeHEeHUsi MeMBPaHHOro
noTeHumana n3amMepsoTCA BHYTPUKITETOYHbIMU

ernmcTpupyrLLMMN MUKPOSNEKTPOLAMM Y OCHOBAHUSA akcoHa
FVl) N B pa3nMyHbIX TOYKax BOosib Hero (V2, V3, V4, V5). BHusy
nokasaHbl U3MeHeHUss MeMOpaHHOro NoTeHumana B
3aBVICUMOCTU OT PacCTOSHUSA. B Tene KNeTkn ToK BbI3bIBAET _
aenonsipusaunio BenuymHon 10 mB n capuraet MeMmbpaHHbIN
noTeHumnan ¢ -60 go -50 mB (V1). Ha pacctosaHun 1 cm (V2) 310
M3MeHeHune noTeHumana ymeHblaetrcd Ha 63%, pocturada 37%
CBOEro MCXOAHOro 3Hayerus (3,7 MB). 3To paccTtosHue (1 cm)
Ha3bIBalOT MNOCTOSIHHOM ASIMHbI MEMOpPaHbI akcoHa
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e [loTeHuMan NOKosl U ero MexaHu3mbl

» [loTeHuman nokos kneTku onpeaensaetcs padboton Na+/K+-ATdasbl u
BbIXOZOM MOHOB K+ MO KaHanam yTe4yku npu o4eHb He3Ha4YnTeSTbHOM
BXO4e MoOHOB Na+ Yepes Hux (puc. 1-39 A). PacnpeneneHue noHoB
OTHOCUTESTbHO MEMOpPaHbI, @ UMEHHO BHYTPU KIETKX, NOOAEPKMBAETCA
MexaHN3MOM aKTUBHOro TpaHcrnopTa Na+ 1 K+, U aneKkTporeHHbIM
Na+/K+-HacoCoM, KOTOPbIN YOAEPXKMBAET BHYTPU KINETKN KOHLIEHTPALMIO
Na+ Ha HU3KOM, a KOHLEHTPaUUIO K+ Ha BbICOKOM YPOBHSIX,

TpaHcnopTMpyst Na+ U3 KIIETKN HAPYXY, a K+ U3 HAPY>XHOW Cpefbl BHYTPb.

OCKOJbKY paBHOBECHbIN NoTeHuuan ass noHos Na+ paBeH +55 MB, a
noTeHunan memopaHbl KNETKN NEXUT B AnanasoHe oT -60 Ao -80 mB,
CyLleCTBYyeT ABWXYLLAsa cuna asisi NOHOB Na+, U OHU YCTPEMIISKOTCA Mo
KaHanam yTe4Ykn BOBHYTPb KNETKK, 4To Morno 6bl genosnspusoBathb ee
mMembpaHy. OgHako KaHarbl yTeYKn NpoHuuaeMbl 1 Ans MOHOB K+, Ang
KOTOPbIX COXPaHAETCA rEKTPOXNMNYECKNA rPaaNEHT, HanpaseHHbIN
N3 BHYTPUKNETOYHON 06NacTu K BHEKNETOYHOM cpeae. Tak Kak
paBHOBECHbIWN MOTEHLMan MOHOB K+ paBeH NnpumepHo -90 mB, yepe3
MeMOpaHy 04HOBPEMEHHO NPOXOAAT U MOHBI K+ TEM CambliM,
NpoOTUBOAENCTBYS Aenonapusaunmn, obycnoBrneHHON BXoasLWMM TOKOM

* WNOHOB Na+. [1pn aTOM paboTa Na+/K+-ATda3sbl yaepXMBaeT BHyTPU
KNEeTKM KOHUEeHTpaumio Na+ Ha HU3KOM, a KOHLIEHTPaLMO K+ Ha BbICOKOM
ypoBHsiX. MIMetoLLytocs B KNneTke TpaHCMeMOBpaHHY pas3HOCTb
noTeHumnanoB MOXHO 3apermcTpmpoBaTthb.

« Ecnu MyUKpoanekTpoa, NOAKIMHYEHHbIV K TpeaBapuTeribHOMY
yCUnuTento, nokazaHHoMy Ha puc. 1-39 b, nogknovnTb K
N3MepuTeENbHON cXxeme 1 'BBECTM B (OM3NOIOrMYCKNIA pacTBoOp, rae
pacnonoXeHbl TKaHb UMW KNETKW, NPV 3TOM 3aMKHYTb LieMnb Yepes
MHONMEPEHTHBIN aNekTpoa, To Npy cbanaHCMpoOBaHHOM ycuUnuTerne u
KOMNEeHcaLmMn U3NKO-XMMUYECKNX CBOMCTB MUKPO3eKTpoaa Ha
3KpaHe ocuunnorpadga mMbl 6yaem permctpuposaTtb NMHKIO (pyc. 1-39 B),
COOTBETCTBYHOLLYIO U3MEPUTENBHOMY HYFIH0, pAaBHOMY HYMO Npwu
3aKOpPOYEHHbIX BXoAax yeunutens. Tenepb ecrnv nogeecTy Npy NOMOLLU
MUKPOMaHMNYNATOpa MUKPOINEKTPOA BMNITOTHYHO K MEMOpaHE KMNeTKu U1
NPOKOSOTb €€, TO Ha 3KpaHe ocuunnorpada MoXXHO 3aperncTpupoBaTh
nageHue HyneBoro NoTeHUMana n pa3HoCTb NOTEHLMANoB MeXay
BHYTPEHHEW N HAPY)XXHOW cpeaaMu KNeTku, BennyinHa Kotopow ans
pa3HbIX KNETOK NEXMT B Anana3soHe oT -40 Ao -80 MB. IMeHHo 3Ta
pasHOCTb, NpeacTaBneHHas Ha puc. 1-39 B, cny>kut noTeHumanom nokost
KNeTKu.

MoTenuMan ynpasnsembii Na*/K* — nacoc Kawan yreuku  MoTeHuman ynpasnsembiii
' ¥
Na" — kanan (Na*/K* — AT®asa) K KaHan

{

MomenT npokansisanus
MeMopaHs!

vV

Buixog

B VimV]

Moteruman nokos
80 —

Puc. 1-39. MNoTeHUnan Nokos KMNeTkn U NpUHLUN ero perucTpauuun.

A- CTPYKTYpbl MembpaHbI, dopmu cgloume noteHuman nokosi. Ha naHenu A npegcrtaBneHa MembpaHa KneTku, kaHan
yTeuku, Na'-kaHan, K*-kaHan n -AT®a3a, koTopast BblkauuBaeT MoHbl Na* 13 KneTku NpOoTMB ero aNekTpoXMMUYEeCcKoro
rpapgueHTa, ooHOBpPEeMeHHO BBOAS MOHbI K B KINeTKy Takke NpOTYB ero aeKTPpoXMMMYECKoro rpagueHTa. KaHansi
YTEYKN, Yepe3 KOTOPblE OCYLLECTBSETCS O4eHb He3HauYnUTeNbHbIN BXoA MoHOB Na+ B KneTky 1 NpeBbILIaoLLni ero B
100 pa3 BbIxof oHOB K+ 113 kneTku, 3a cyeT kaHanoB yTedkn n pabotbl Na*/K*-ATda3bl BO3HUKAET HEraTMBHbIN
BHYTPMKNETOYHbINA NOTEHLUMAn MemobpaHbl KNeTkM - NoTeHumana nokosi. b - nsmepurensHasa cxema. B - noteHumnan
nokos



* [TlomeHuyuanbl Klilemku, 603HUKarow,ue npu
denosisipu3ayuu ee meMbpaHsbI, U NPUHYyUN A B
UCKycCmeeHHO020 CMelWweHuUs1 nomeHyuana e B

+40 +40
+ [Nlomumo noTeHumana nokosi (puc. 1-40 A), NaCCUBHbIN TPAHCMOPT 20
MOHOB Yepes MOHHbIe KaHanbl MeMbpaHbl onpeaenseT o 0
BO3HWKHOBEHME €eLLle TPEX NOTEHLMANOB, NPEACTaBNEHHbLIX HA_ _20
pucyHke. K HUM npyHagnexar nacCuBHbIN 3NEKTPOTOHNYECKUIA
noTéHuman (puc. 1-40 b), nokanbHbI OTBET (puc. 1-40 B) 1 noTeHuman
nencTeus (puc. 1-40 ). OgHako ANs X BO3HUKHOBEHUS TpebyeTcs -60
nonspusaums MemopaHbl KNeTkn. Ta Nonapusaumns MoxeT Y L= A——— 58
OCYLLIECTBMNATLCS Kak BHEKNETOYHO, YTO OObIMHO MUCMONb3YHOT Ha B Boar, 46
HEPBHbIX BOJIOKHAX, Tak U BHYTPUKIIETOYHO, YTO NPMMEHSIOT Ha . r
KrneTkax. [laccuBHbIV 9NEKTPOTOHUYECKMI NOTEHLIMAT 3apOoXaaeTcs w8 wB
npv 3aBe4OMO MOANOPOroBOM CMELLEHUM NOTEHLMana nokosi. e <40
NokanbHbI OTBET BO3HMKAET NpW NOANOPOroBOM, HO BIM3KOM K
MopOry CMeLLeHnm noTeHumana nokosi. HakoHew, noteHuman ob— 8
LeCTBMS 3apoXKaaeTcsl, Koraa CMeLLeHMe noTeHumana rnokost
[10BE€JEHO [0 NOPOroBO BEMWUYMHBI.

---------- Mopor _50 s wwisu ez 11OPOF
MNaccuebii
A O KTPOTOHMMECKAHI
noTeHuMan

|
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NOTEHUMAN NOKO
NOTEHLNAN NoKos

Motexuwan neis-
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« OpHako, YTOObI 3aperucTpmupoBaTh 3TN NOTeHUMarbl, HE0OXxoaMMOo
MCKYCCTBEHHOE CMeLLeHe NoTeHLMana nokost kneTkn. BoaMoxHocTb N
BHYTPMKIIETOYHOW NONsipu3aumnm MeMopaHbl, BKIKOYatoLLEN e AL
Lenonsapr3aLuuio 1 runepnonspusaumio, kpamHe Heobxognma ans
N3y4YeHNss CBOMCTB MeMbpaHbl. VICKycCTBEHHOE CMeLLEeHNe
MEMOpPaHHOro NoTeHuUmnana gaetT BO3MOXHOCTb HE TONbKO U3yyaTb
NMacCcuBHbIE ANEKTPUYECKNE XapaKTEPUCTUKN KITETOK, HO U

nccnenoBaTb MEXKIETOYHbIE B3aMMOAENCTBUS, OCYLLECTBNSAEMbIE G
HenocpeacTBEHHO Yepes3 BbICOKOMPOHMLAEMbIE KOHTaKTbl MeMOpaH
kneTok. OaHaKo BO3MOXHOCTb BHYTPMKITETOYHOW Nonsipmusaumnmn \ Er :

P NoxanbHeia oTeeT

NOTEH!

{MECTHOS B0a0YXOeHWe)

MeM6paH AOJIMKHa HernmpeMeHHO codeTaTbCA C BOSMOXHOCTbHO
OAHOBpPEMEHHOU perncTpaunm 6|/|03ne|<Tp|/|quKov| aKTUBHOCTHU
KNeToK N TeX N'SAMEHEHNIN 3TON aKTUBHOCTU, KOTOPbIE BO3HNKAIOT
BCrneacTesune NpuUiioXXeHnA aneKkTpmn4eckoro Toka.

+ B Hanbonee npyumMnTBHOM BUAE NPUHLMN BHYTPUKITETOMHON
nonapusaumm membpaH Nnpy BO3MOXHOCTU OfHOBPEMEHHOM
perucTpaumm 6MoanekTpUYeckon akTUBHOCTU KNETOK NPEACTaBNEH Ha * Pwc. 1-40. 'ameHeHne membpaHHoro noTeHumana B
puc. 1-40 ﬂ B aTom cnyyae B kneTky o4HOBPEMEHHO BBOAAT ABa 3aBNUCNMOCTN OT CUTIbl PA3APAKEHUS.
MUKPO3MNeKTpoaa, OAMH U3 KOTOPbIX NONAPU3YIOLLIMA, @ APYToun - . .
perncTpupyrowmmn. Ha akpaHe gByxny4eBoro ocuunnorpada MoxHo * A -noteHumasn nokos. b - naccMBHbIN ANEKTPOTOHNYECKUM
BUOETb BECb NPOLECC: HA NePBOM KaHare perMcTpupyeTcd BefimunHa noteHuuan. B - nokanbHbiv oTBET. [ - noTeHuman gencteus. [ -
NosiipM3yroLLEro CUrHarna, a Ha BTOPOM KaHare - MeEMOpPaHHbIN BbIXOA,
noTeHumnarn n ero UICKyCCTBEHHoe CMeLLieHNEe, Bbl3BaHHOEe
nonapusaumen membpaHbl. Cnegyet NOMHUTL, YTO NpsiMoe
nogkno4YeHne nonapusyoLLero MMKpoanekTpoaa K reHeparopy



e [laccueHbIlU 3/71eKMmpPoOMmMOHuUYecKul nomeHyuars

* [laccuBHbIV ANEKTPOTOHUYECKUI NOTEHLMAN MOXHO 3aperncTpnupoBaTh C MOMOLLIbIO OAHOMO BHYTPUKIETOYHOINO MUKPOSMEKTPOAa, eCinn
Yyepes BTOPON MUKPOINEKTPOL BHYTPUKITETOYHO MONSAPN30BaTh KINETKY NPAMOYTrofibHbIM MMMYNbCOM 3M1EKTPUYECKOro ToKa, He
AOCTUralowmm KpMTUYECKOro NoTEHUMana (noanoporosbiM) (puc. 1-41 A).

* [laccuBHbIN 3NEKTPOTOHMYECKUIA MOTEHLMAN BO3HMKAET B OTBET HA NOAMNOPOroBbIA MMMYIbC 3MEKTPUYECKOTO TOKA, KOTOPbLINA HE NPUBOAUT
K OTKPbITUIO MOTEHLManynpaBnseMblX MOHHbIX KAaHAINOB M ONpeaenseTcs TOfIbKO eMKOCTHBIMU U PE3UCTUBHBLIMW CBONCTBAMU MEMOpPaHbI
KneTkn. EMKOCTHOM KOMNOHEHT MeMOpaHbl 06YCNOBMNEH UCKIIKYUTENBHO NNNUAHBIM OUCNOEM, @ PE3UCTUBHbBIN KOMMOHEHT - 6enkamu,
06pasyLMMM MOHHbIE KaHarbl U BCTPOEHHbIMMW B NUMUAHbIA GUCHON.

* JlunnagHbii GUcNon MOXXHO ynoaobuTb KOHAEHcaTopy, ABe 00KaAKM KOTOPOro HAaXoa4ATCA Ha HEOOMbLLIOM PacCTOSHWUM APYr OT Apyra, u
npv nogaye Toka ogHa obknagka 3apsikaeTcs NoNoXUTENbHO, a Apyras - oTpuuaTenbHO. MIoOHHbIE KaHanbl IMNMAHOIO OMCNos Unn B 3ToM
cny4yae MmeMbpaHbl KNeTkn obnagatoT NpoOBOANMOCTLIO, U, creaoBaTernbHO, MeMOpaHa XxapakTepuayeTcs areKTPUYeCcKnM
COMPOTMBIIEHNEM.

« Ha pucyHke 1-41 b n3obpaxeHa 3KBMBalleHTHas anekTpuyeckas cxema MembpaHhbl KNeTku, a Ha puc. 1-41 B nokasaHa akBMBaneHTHast
anekTpiu4yeckasi cxema oparmMeHTa MmembpaHbl. Ha nogaBaemblii TOK U UBMEHEHWSI COMPOTUBMNEHUS U HAaNPsPKEeHNs 3Ta CXeMa pearnpyet
TOYHO Tak XXe, kak U caMa MeMbpaHa.

« JlaHHasi cxema BKIIO4aeT eMKOCTHOW KOMMOHEHT MeMOpaHbl (Cm) 1 pe3UCTUBHBIN KOMMOHEHT (Rm), @ TakKe Y4YnTbIBAET CONPOTUBIIEHNS
BHELLHeW cpefbl rout 1 CONPOTUBIEHME LMTO30M4 rin. [OCKONbKY 3Ha4eHUs rout 1 rin Masbl, UM MOXHO NpeHebpeyb, XOTS 3TO
[0CTaToMHO rpybas annpokcumaums. Kpome Toro, rout MHOrO MEHbLLE rin

« Ecnu Ha meMbGpaHy Yyepes oauH MUKPO3MEKTPo NogaTe NOANOPOroBbIf NPAMOYTONbHbIA MMMNYIbC 3MEKTPUYECKOrO TOKa NONOXUTENBHON
NoNsipHOCTU (pUc. 1-41 T - UMNYNbC KPACHOTO LIBETA), TO YCUINUTENb, NOAKIHOHMEHHBIN KO BTOPOMY MUKPOINEKTPOAY, 3aperncTpupyer _
N3MeHeHNst MEMOPaHHOro NoTeHumana, opMa KOTOporo OTrM4aeTcs OT NPSIMOYrofbHYKa (3erieHas Kpueasi). OTO U eCTb NaCCUBHBIW
SMNEKTPOTOHNYECKNI NoTeHUMan.
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« Ecnu Mbl nogaem Ha MembpaHy TOK, TO ero NpoTekaHue Yepe3 Rm onncbIBaeTcs 3aKOHOM ( R,
rae Vm - noTeHuuaslt Ha Rm. dv
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* Taknm obpasom, ansa obLero Toka, TEKYLLEro B MOKOe Yepes
MeMOpaHy, nony4aem:
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EMKOCTHOM KOMMOHEHT MembpaHbl C - 00yCroBneH UCKMIOYUTENBHO NMUNUAHBIM OUCNOEM, @ PE3UCTUBHbIN
KOMMOHEHT R - benkamu, o6pa3y+ou.u/||v|m NOHHbIE KaHasbl N BCTPOEHHbIMU B NIUNMUOHbIN OUCITON.
NHTerpupys Bblpa>|<eH|/|e NOSTy4YnM:

t
R

V() =V, + R_TI_(1—e “"""), (1.21)
rae Rm Cm =Tm , YTO Ha3bIBAETCHA NOCTOAHHOW BPEMEHN (BpEMEHEM penakcaumn memopatsbl). [TocTosiHHasdA
BpEMEHU MeMBpaHbI T - 04Ha U3 BaXKHEULLINX XapaKTEPUCTUK MACCUBHOIO ANEKTPOTOHNYECKOro NOTEHUNana,
KOTOpas OTpaXkaeT naccuBHble CBOMCTBaA MeMbpaHbl. [locneaHee ypaBHeHME KpaHe BaXXHO, MOCKOSbKY
BESTMYMHBLI TM U Rm MOXKHO, B OTNnn4ne ot Cm, 3apernctTpupoBaTb KCNEPMMEHTArbHO U, CriedoBaTeribHO, Takum
obpasom paccuymtaTb Cm. C NOMOLLI NOCTOSAHHOW BPEMEHN N Rm MOXHO MOSMTHOCTLI ONUCaTb NacCUBHbIE
CBOWCTBA 3KBUBANEHTHOW CXEMbI (M MeEMBpaHbI).

[TocTosiHHas BpEMEHU XapaKTepusyeT BPEMEHHOW X04 U3MeHeHNN MeMbpaHHOro noTeHUuana, T.e. CKOpoCTb, C
KOTOPOW OH MEHSIETCS NPU Nepexoae oT 04HOro 3Ha4YeHust K gpyromy. NoctossHHas BpeMeHn MeMbpaHbl - 3TO
BpeMsi, Heobxoanumoe ansa Toro, YTodbl MMMYNbC NOCTOAHHOIO TOKa 3apaans1 EMKOCTb MeMOpaHbl Ha 63% (CM.
puc. 1-411).

CxogHas kKapTuHa BO3HUKAET, eCNN Ha MeMbpaHy Yepes3 0anH MUKPOINEKTPOA NogaTb aHanormM4HbIv no cune
NPSMOYTrONbHbIN UMMYIbC 3NIEKTPUYECKOro TOKa oTpuuaTenbHOW NoNsapHOCTH (puc. 1-41 [1 - ntMnysnbC KpacHoro
1Hereta)l R aToM cnvuae NacCyRHBIA ANeKTDOTOHMYUACKIAA NoTeHI Ian BvaeT HAanDarMeH R OTHhuliIaTenkHVIO



A Boneimeip AMNepMeTp TedepaTop Toka

Puc. 1-41. NMNaccuBHbIN
. 3NIeKTPOTOHUYECKUUN NoTeHunan




MexaHn3m naccuBHOIO AJIEKTPOTOHNYECKOIO NnoTeHuunarsia

MaccuBHbIN SHeKTpOTOHM‘-IeCKMVI notTeHuuan onpegenAaeTcd ToOrbKO EMKOCTHbIMU N PE3NCTUBHBIMU cBOMCTBaMM MeMGpaHbI KNeTKn, Ho
Mbl OTHOCUM €10 K nNoTeHunarnam KneTkn, CBA3aHHbIM C NaCCUBHbIM MOHHBIM TPaHCMNOPTOM, T.€. TOaHCIMOPTOM Yepe3 NOHHbIE KaHallbl. 910
o6ycn03neHo TeM, 4HTO 3NEeKTpu4eckasn uenb, BKIoHarowan norioXXUTesNbHbIN BXO4 YCUINMUTENA, MUKPOJNEKTPOA, KNEeTKY,
I/IH,ElI/Id)Ct)epeHTHbII/I ANEeKTpod 1 oTpulaTteribHbin BXO4 YCUITUTENA, MOXET ObITb 3aMKHYyTa TOJIbKO B TOM CJly4dae, ecrin MeM6paHa nmveet
BO3MOXHOCTb NMpPOBOANTb Yepe3 cebs AJNIEKTPUHECKUN TOK, HOCUTENEM KOTOPOIro B CUCTEME KITETKN N BHEKNETOYHOIO pacTtBopa criyxat
MOHDI. 3Ty BO3MOXHOCTb A4akoT NOCTOAHHO OTKPbITbIE KaHallbl YTEYKN. OpHako naccuBHbIN ANEeKTPOTOHUNYECKNN NoTEeHUMan He NpnBoanT K
OTKPbITUIKO NOoTEHUMAaIyrnpaeJid€MbIX NOHHbIX KaHal10B. B Tom Cciyvyae eMKOCTHbIE N pe3nNCTUBHbIE CBOUCTBA MeM6paHbI KINETKN
AOCTaTOYHO MNOCTOSAHHbI. EMKOCTb B OCHOBHOM onpeagendaeTca MmnnaHbIM bucnoem, a conpoTuBiieHne KINeTkn 3aBUCUT OT
conpoTueneHna, Kotopoe onpeaendaeTcd OTKPbITbIMU KaHanamMn yTedku.

Ha pucyHke 1-42 A nokasaH NacCUBHbIN NEKTPOTOHNYECKMIA NOTEHLMAr, B KOTOPOM Mbl UICKYCCTBEHHO BblaensemM otaenbHble gasbl (0 -
noTeHuman nokos, 1 - gasa HapacTaHus, 2 - pasa NageHns), a TaKke KreTka B KaXayro u3 atux ¢as. I3 pucyHka cnegyert, 4to Ha poHe
noTeHumMana nokos, T.e. B dasy 0, OTKPbITbl TONbKO KaHasbl yTEYKN, Yepes KOTOPble MOHbI K+ BbIXOOAT U3 KNETKKU, a MOHbI Na+ B
He3Ha4YnTernbHOM KONmMYyecTBe BXOAAT B KNETKY. ATO COOTHOLLEHME OBbIYHO MPUHATO Kak K+: Na+=100:1. [1pn 3TOM
noTeHuunanynpasnsemble Na+- KaHarbl, obecrievmBaroLne BXOOALWNA TOK, U NoTeHumanynpasnsemMble K+-kaHanbl, obecnednsatone
BbIXO,Ei?IJ.LI/IVI TOK, 3aKpbITbl (HAXOAATCSA B COCTOSIHUM MOKOSA). B @pasy 1 n ghasdy 2 Takke OTKPbITbl TOSTbKO KaHarnbl YTEYKU, Yepes KoTopble
NOHbI K+ BbIXOOAT U3 KIETKU, @ MOHbI Na+ B HE3Ha4YMUTENbHOM KOnnyecTse BXoadaT B KneTky. CooTHoLwweHne K+:Na+=100:1 He MeHseTCs.
MNpu 3TOM NoTeHumanynpaensemMble Na+-kaHanbl, obecrnevmBaroLme BXogsaLmmn Tok, U noTeHumnanynpasnsemole K+-kaHanbl,
obecneunBaroLLme BbIXOASALWNIN TOK, TaKKe 3aKpbIThl (HAX0OOATCA B COCTOSIHMM Nokosi). [pu HapacTaHuu noTeHumana (dgasa 1), kak u npu
ero nageHun (dasa 2) 40 ypoBHS

noTeHumana noko4d, He NPoncxoanT HNKaKNX N3MEHEHWUN MOHHbIX TOKOB, MOCKOJ1bKY, KaKk OTMeYalioCb, NacCUBHbIN 3ﬂ€KTpOTOHI/I‘-I€CKI/II7I
noTeHuunarsn onpeaenaeTcda ToJibKo eMKOCTHbIMU N PE3NCTUBHBbIMU CBONCTBaMU MeM6paHbI.

XapaKTepHaﬂ 0COBEHHOCTb NAaCCMBHOIO ANEeKTPOTOHNYECKOro NoTeHLMana CoctouT B paBeHCTBE CKOPOCTEN HapacTaHnsa 1 cnaga
OKCMOHEHTHI.

na Pa3iMnM4HbIX KITETOK 3Ha4YeHNA Tm BapbUPYHOT OT OLHOM 0 HECKONbLKNX COTEH MUNNNCEKyHO, o AHaKo OJ1A OLHOM M TOM Xe KNEeTKM aTa
Belnn4nHa paBHa BHE 3aBUCMMOCTU OT OJINTENbHOCTU N HanpaslieHUA NONAPU3YHOLLEro Mnyrbca 3NeKTpU4eCcKoro Toka. 91O elle oaHa
0COBOEHHOCTb NAacCUBHOIO ANEKTPOTOHNYECKOro noTteHuunarna.

HakoHeL, ecnv AUCKPETHO yYBENMUYMBaTL aMnNTyay NONSPU3YHOLLErO MMMYNbCca ANEKTPUYECKOro TOKa, OCTaBasiCb TEM HE MEHEE B
MoAnoporoBoM AnanasoHe ero curbl (pyc. 1-42 B1), To amnnuTyaa KaXaoro NacCUBHOIO 3reKTPOTOHUYECKOro noTeHumana byaet paBHa
aMnnuTyae MMNynbca Toka, ero Bbi3blBatoLLero. B 3Tom nposiBiisieTcs CTPOro nNuHenHas 3aBMCUMMOCTb MeXay aMnnmTygamm
3NEeKTPUYECKOro CTUMYIA 1 NAaCCMBHOTO 3MEKTPOTOHMYECKOro NoTeHumana (Pmc. 1-42 B2). 3HaunTeNbHOE yBENMYEHNE ANNTENBHOCTM
NONSIPU3YHOLLIEro MMMNYTbCa HE MEHSIET 3TON 3aKOHOMEPHOCTY (puc. 1-42 '1, T2). PaHee Mbl 00CyXganu, 4To Kak TofIbKO EMKOCTb
3apsiAMTCA A0 NOTeHLMana, paBHOro nogaBaeMoMy Ha Hee, EMKOCTHOW TOK NpekpaTuTcs. Taknvi o0pa3oM, OHa He NpensiTCTBYeT
N3MEHEeHMIM NOTeHLMana, a TonbKo 3aMeansieT ero HapacTtaHue 1 nageHue.

HakneTkyMoxxHonoaaTbnpsiMoyronbHbIRMMMNYNbC A1EKTPUHECKOTO TOKa CBEPXMOPOroBON aMnnnTyabl, T.e. BENMYMHON B HECKONBbKO BOMNbT
MK faxe B HECKOINbKO %eCHTKOB BONbT, 6e3 yuepba ons gaHHOWM KNETKWU, eCNU ANUTENbHOCTb 3TOr0 MMMYrbca byaeT MeHbLUE 3HaYeHUS
Tm ONs AaHHOW KNeTku. B 3ToM crniyyae eMKoCTb MeMOpaHbl He yCcneBaeT NOMHOCTbIO 3apsanTbCa U, criefoBaTenbHO, KneTka He

-

HabupaeT cTonb 6onbLon noteHuman (puc. 1-42 i1, [12).
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Puc. 1-42. BnnsHue pasnnyHbix
NPAMOYroJfibHbIX UMMYJFIbCOB 3JIEKTPUYECKOro
TOoKa Ha popMy NaccMBHOro
3NEeKTPOTOHUYECKOro noTteHuuana



e MemoO0 ¢hukcayuu moka

Bbinu npegnoxeHosl Tpy cnocoba Mcnonb3oBaHUSA MUKPOSNEKTPOAOB, AoLeaALlne A0 HAaCTOALWNX AHEN B TON UM UHOM TEXHUYECKOM
moamdmkaumn. Bo-nepBbix, BHYTPUKIETOUYHAA perncTpaums npym noMoLLmM MUKPOIekTpoaa b1uoanekTpuydeckmnx napaMmeTpoB meMobpaH KrneTok.
Bo-BTOpbIX, Nonapu3aumnsa 4epes MUKPO3INeKTpod MembpaH KNeToK aneKTpuyYeckMM TOKOM. B-TpeTbux, nogaya Yyepes MUKpPO3NeKTpos MOHOB
U 6GUONOrMYECKN akTUBHBIX COEANHEHUI, NPUYEM METO NOAauYM BELWLECTB Ha NOBEPXHOCTb MeEMBpaHbI KNETKM Ha3BaH annnukaumen, a
METO/ BBEAEHNSA BELLECTB BHYTPb KITETKM - MOHOOOPESIOM.

CTeknsiHHast MMKpoNMneTKa CTaHOBUTCS MUKPO3NEKTPOAOM NMOCIe 3anofHEHUS ee CKBO3HOTO NPOAOMNbHOIO KaHara areKTpornMToM U
00Opa30BaHuUsi KOHTaKTa 3NEKTPONMTa C ANEKTPOHHO-U3MEPUTENBHON CXeMON. KOHTaKT anekTponMTa u MMKpO3neKTpoaa MOXET ObiTb ABYX
TUMOB M 3aBUCUT OT TOr0, KaKOM Bronornyecknin o6bEKT naydaetcs. MNepBbl TUN - Tak Ha3blBaeMasi XXecTkas pukcaLmsa MUKPO3NeKTpoaa -
NPUMEHSIETCSA AN BHYTPUKNETOUHbIX MCCNEAOBaHMIN HEMOOBWKHbBIX TKAHEW UMW KNETOK, HanpuMep KNeTok HEPBHOM CUCTEMBbI.

BTopou Tun - Tak HasbiBaeMbIW MiasaroLLMi MUKPOSNEKTPOL - MPUMEHSIETCA ANS BHYTPUKNETOYHbIX NCCIIeA0BaHNN COKpaLLLaoLLENCs TKaHu,
Hanpumep, Mruokapaa.

Ans pervctpauunmn BHyTPUKIETOYHOIO NoTeHumana MembpaHsl NPUMEHSIIOT KpariHe NPOCTYI0 N3MepUTENbHYIO annaparypy, NpeacTaBnsaoLLyo
cobon ycnnuternb Ha OCHOBE MUKPOCXEMbI, UMEIQLLIEV BbICOKOE BXOOHOE COMNPOTUBMNEHWE, HA HECKOMNBLKO ncgmgkos npesbllarLLee
conpoTuBneHve membpaHbl KIeTku, BKIIOYEHHbIN B peXnme NoBTOpUTENS, U MUKPO3neKkTpos (puc. 1-43 A, b). B aTom crniyvae mMbl 6yaem nmetb
[erno co crieayoLLen 9KBUBarNeHTHON N3MepUTErnbHON cxemon (puc. 1-43 B), a perMcTprpyeMbiii BHYTPUKNETOUHbIA CUTHAM ByaeT UMeTb BUA,
NMoKasaHHbIN Ha puc. 1-43T.

Ecnu e Ham Hafo BHYTPUKITETOYHO NONAPU30BaTh KIETKY, TO B HaMbonee NpMMUTMBHOM BUAE NPUHLUMM BHYTPUKIETOYHOM NONApM3aLmn
MeMOpaH Npy BO3MOXHOCTN OAHOBPEMEHHOW perncTpaLuuii BMo3anekTpnyYecKon akTMBHOCTY KNETOK NPeACTaBneH Ha puc. 1-43 [1. B atom
crny4ae B KIeTKy BBOASAT OAHOBPEMEHHO ABa MUKPOSINEKTPOAA, OONH U3 KOTOPbIX NONSPU3YHOLLNIA, @ APYrov - perncTpupyowmin. Ha skpaHe
ABYXIy4eBOro ocuumnnorpada MoxHo byaet BUaeTb NpoLecc (gmc. 1-43 3), Korga Ha BepxXHeM NepBOM KaHarne pernctpupyeTcsi BenuymHa
NONSIPU3YIOLLIEro CUrHana, a Ha HUXKHeM BTOPOM KaHarie - MEMOPaHHbIN NOTEHLMAan 1 ero UCKYCCTBEHHOE CMeLLIeHMe, BbI3BaHHOE
nonsipusaumen membpaHbl. CrieayeT NOMHUTb, YTO NPSIMOE NOAKIOYMEHME NONAPU3YIOLLLENO MUKPO3NeKTpoada K reHepaTopy, Kak 3TO YCINOBHO
Nnoka3aHo Ha pUCYHKe, HEBO3MOXHO. [11s1 3TOr0 CyLLECTBYIOT crneLmanbHble CXEMbI.

BmecTe ¢ Tem Aaxe npu TEXHUYECKM TPaMOTHOM NOAXOAE UCMONb30BaHUE ABYX MUKPOSNEKTPOAOB Al BBEAEHUS B OOHY KNETKY - 3aaa4a
BECbMa CIOXHas!, iaxke ecnu paboTa BbIMOJIHAETCHA Ha TMraHTCKMX HEMPOHaX DECMO3BOHOYHBIX. ECrn e HeobxoaMMOo n3yyaTb MEXKIETOUHOE,
HanpuMep aNeKkTPOTOHMYECKOE, B3aMMOaenCcTemne %Byx HEMPOHOB, TO B NpenapaT HeobXoANMO BBECTM YETbIPE MUKPO3NEKTpoaa (Mo ABa B
KaXKayto KNeTKy), 4To I'Ié)aKTI/ILIeCKI/I HEBbINONHUMO. B To ke Bpems Npu 3y4eHUn Mernkux KrneTok BBECTM ABa MUKPOSNEKTPOAa B OAHY KNeTK
NPOCTO HEBO3MOXHO. B 3TOM crnyyae HeobxoanMMo, YTOObl OAMH MUKPOSIEKTPOA BbINOMHAN POMb M PEFMCTPUPYHOLLETO, U NonsipuaytoLero. [1ns
3ToW Lenu 6bina paspaboTaHa cxema, nofy4YnBLIasi Ha3BaHWe cxeMbl UKCaLMN TOKa B Lien U3MepeHuii Unm current clamp CXemsl.

MeToga current clamp npegcraBnaeT HAMBOMbLUNIN MHTEPEC, MOSTOMY Mbl OCTAHOBUMMCS Ha HeM Nogpo6HOo. Takasa cxema npeacraBneHa Ha puc.
1-43 E. ConpoTumBneHune R 4omkHO ObiTb 4OCTAaTOYHO BbICOKO 1 B 20-50 pa3 npeBblllaTh BXOAHOE CONPOoTUBNeHne knetku. ConpoTueneHmne
ROOIMKHO BbITh TakkKe AOCTAaTOYHO BbICOKUM, YTOObLI Mpu nogaye nMmnyrnbca CTUMYNSALUUK TOK HE 3aBUCEN OT CONPOTUBINEHNA MUKPOINEKTpoaa.

N9 3TOro OHO AOMMKHO B 20-50 pas npeBbllaTbh CONPOTUBNEHNE MUKPoanekTpoda. ObblvyHO Tpebyemasa BennymHa R nexxuT B guanasoHe ot 109
A0 1010 OM. BTK pe3ncTopbl 40CTaTOMHO peaku. Kpome Toro, oHm TpebyloT cneumanbHoro obpatleHus, Tak kak ntodoe nospexaeHune
LeHTparbHOro LIBETHOMO KObLa, Mbiflb UMM OTNEYaTKM NanbUeB Ha NOBEPXHOCTM U MPoYee CYLLLECTBEHHO YMEHbLLAKT UX BENNYMHY. YTO Xe
AOCTUraeTcst 3TUM MPUHLMMIOM? hOCKOJ’IIgKg COMNpPOTUBIIEHNE R 3HAYNTENBHO NPEBbLILLIAET BXOOAHOE COMNPOTUBNEHME KINETKMN U CONPOTUBNEHUS
MWKPO3MEKTPOAA, TOK B LEnu n3amepeHun dyaget onpegensartbcs MakcMMarnbHbIM CONPOTUBIIEHUEM - COMPOTUBIIEHNE R - 1 He BydeT 3aBUceTb OT
N3MEHEHWUI COMPOTUBIEHNI KNETKN N MUKPOINEKTPOAA, T.€. TOK B ey M3MepeHnn OyaeTt paBeH const, M Mbl MOXEM, BHYTPUKIIETOYHO
nonapu3ys KNeTky, N3MepsTb €e MeMBpaHHbIN NoTeHuman.



Puc. 1-43. lNMpuHUnnbI pernctpauum
BHYTPUKIETOYHbLIX NOTEHLUANoB "
BHYTPUKIETOYHOM nonspusaumm




JlokanbHbLIU OMmeem

Mpwn %/Benmqumm CUINbl pa3gpaxuTens B BUAE 3MEKTPUYECKOro ToKa NOABNAKTCA NPU3HAKM Tak Ha3biBAEMOro NTOKanbHOro oTeeta
MembpaHbl, KOTOpbIE 3aKIT4alTCA B UBMEHEHUM (DOPMbI NACCUBHOIO 3MNIEKTPOTOHNYECKOIO NOTEHLMana u NOSABEeHNN CaMOCTOATENbHO _
pa3BMBaIOLLLErocs NMKa OTHOCUTENbHO HEBOMbLIOW aMNANTyAbl, N0 (hOpMe HanoOMUHatoLLEero S-06pasHyto KpMBYHO. OTO U €CTb NOKanbHbIN
OTBET (puc. 1-44 A). o Mepe ycuneHus pasapaxaroLlero Toka amnnnTyaa fiokanbHOro oteeTa yBenu4mMBaeTcsl HENMHENHO N MOXET He
TONbKO AOCTUraTh KpUTUYECKOrO NOTEHLMana, Ho 1 NPEBbILLATL €ro, HE NepepacTasi, OAHaKo, B NoTeHuunan genctena. CamocToaTensHoe
pa3BUTME JIOKaNbHOro OTBETA ONPEAENAETCS YXKe He TOMNbKO KaHanamm yTeyku, HO 1 OTKpbITUEM NOoTeHuManynpasnsemMblX Na+- U K+-
kaHanoB. Taknm o6pa3om, B CBOEM Pa3BUTUM NOKalbHbIN OTBET NpoxoauT ABe da3bl: hasy NacCUBHOMO SNEKTPOTOHNYECKOro NOTEHLUNana;
cobCTBEHHO (hasy NokanbHOro OTBeTa (CM. puc. 1-44 A).

Ecnu anckpeTHo yBenmumMBaTtb amnnmTyay Nonspusyowero MMnynbca aNekTPUYeckoro Toka, ocTaBasiCb, O4HaKO, B NOANOPOroBoM
[ManasoHe, TO aMnnuTyaa Ka)aoro NaCcCUBHOIO 3NIEKTPOTOHUYECTKOro NoTeHumana byaet nponopuvoHansHa aMmnnuTyae uMnynbca Toka, ero
Bbl3blBatoLLIEro. B aToM NposiBnsieTcst CTporo NHenHasi 3aBUCUMOCTb MG)K}J%/ aMnnNUTygaMm aneKTpMYecKoro CTUMyna v NacCUBHOIO
3MNEeKTPOTOHNYECKOro noTeHumana (puc. 1-44 b, kpusble 1 1 2). OgHako npu bonee cubHOW AenonsApu3aumnmn NoSBANOTCS NepBble NPU3HaKK
NOKanbHOro OTBETA, 3aKM4aloLwmnecs: B U3BMeHeHUN hopMbl NACCUBHOIO ANEKTPOTOHNYECKOrO NOTEHLMana v NosiBNEHNM CaMOCTOATENBHO
pa3BUBAOLLErOCs NMKa OTHOCUTENBbHO HEBOMbLUIOK aMnNAnUTyabl, Mo OpMe HanoOMUHAaKLWLEro S-06pas- Hyto KpMBYto. [epBble Npu3HaKku
NOKanbHOro OTBETA BO3HUKAIOT MPW OEWCTBMM CTUMYIIOB, COCTaBMSAOLLNX NPUBIM3NTENBHO 75% NOPOroBON BENMYMHLI (puc. 1-44 b, kpuBble
3-5). Mo Mepe ganbHenLWwero ycuneHus pasapaxatoiliero Toka amnnuTyaa fokanbHoro oTeBeTa yBermyYnBaeTcs U MOXET He TOMbKO AOCTUraThb
KpUTUYECKOro NnoTeHumana, Ho 1 NpeBbIlWaTh ero.

Takum o6pa3om, kak 6bIN0 OTMEYEHO, MOXHO YCMOBHO rOBOPUTB, YTO CaM NOKasbHbIN OTBET BKIOYAET ABe hasbl: a3y NacCMBHOIO
3MNEKTPOTOHNYECKOro NoTeHLUMana, Npu KOTopon He NPOUCXOANT U3MEHEHMUI NOTEHLMaNynpaBnseMbIX MOHHbIX TOKOB Yepes3 MeMbpaHy,
cTaauio cobCTBEHHO NnokarnbHOro oTeeTa. B nocnegHem cny4dae B mexaHvMaMe Aenonspusaumm MemopaHbl CyLLIECTBEHHYIO POrlb UrpakT
TakKe N3MEHEHNS1 MOHHOTO TPAHCMOPTa, KOTOPbIE U NPUBOAAT K CAMOCTOATENBHOMY M3MEHEHMIO NoTeHLMara, nposienstoLlerocs B popme
nokanbHoro oTeeTa. Cam nokarnbHbI OTBET 0OYCINOBIEH NOBbILLIEHNEM Na+-NPOHULIaeMOCTM MeMBpaHbl Yepesa NoTeHLanynpasnsemble
Na+-kaHanbl, obecneyrBatoLLme BXOAALWNIA TOK, Bbi3blBaloOLLmiA haldy Aenonspusaumm. OgHako npy NoanoporoBoM CTUMYNE Takoe
MOBbILLEHNE NPOHULAEMOCTU HEOCTATOYHO BENMKO ANs TOro, YToObI BbI3BaTh MPOLIECC PEreHepaTUBHOM AenonsapusaLuim memopaHsi,
MOCKOSbKY OTKPbIBAETCS NULLL HEOOMbLUIASA YacTb NoTeHUManynpasnsieMblx Na+-kaHanoB. VIMeHHO NO3TOMY HadaBLUasiCst Aenonsapu3aumns He
pa3BUBAETCSA B NOTEHUMAaN AEeNCTBUSA, a ypaBHOBeLLMBaeTCs YBenuyeHnem K+-npoBoaMMOCTH BCNEACTBUE OTKPbITUS ONATb-Taku
HeGOonbLLOro, HO IOCTAaTOYHOrO KONMYECTBa NnoTeHumanynpaensemMblx K+-kaHanos. [lanee 3a cyeT NpeBanupyoLero Bbixoaa U3 KNneTku
noHoB K+ noTeHLuan Bo3BpaLlaeTcs Ha ypoBeHb NOTEHLIMana Nokos.

MockonbKy NokarnbHbIA OTBET 00YCNOBMNEH OTKPLITUEM NOTEHLManynpaBnsemblx Na+- 1 K+-kaHanoB, To MOXHO Cka3aTb, YTO OH CXOAEH C
noteHuunanom aenctausi. OgHako 311 iBe (hOpPMbl OTBETA UMEIOT CYLLIECTBEHHbIE pa3nmyusi. B otnnyne ot noteHumana AencTens
roKarnbHbIA OTBET HE MMEET YETKOIro NOpora BO3HUKHOBEHWS; OH HE NOAYUNHSIETCS 3aKOHY «BCE UMW HUYETO» - C YBENMYEHNEM CUTbI
pasgpaxutens amnnmk/lp,a rnokanbHOro otTBeTa pacTeT. Jltoboe, Aaxe He3HaYNTENbHOE, M3MEHEHUe NoTeHUMana KneTkn nameHsieT
KonmyecTBo OTKPbITbIX Na+- 1 K+-kaHanoB. [MosiBneHne e xapakTepHOro S-o06pa3Horo oTeeTa 03Ha4yaeT TONbKO, YTO BENUYMHA NOKaNbHOro
OTBETA NpPEeBbILLIAET BENMMYMHY NAaCCMBHOIO 3M1EKTPOTOHNYECKOro noTeHumana. lNpun aTom He cnegyeT 3abblBaTb, YTO KMHETMKA OTKPbIBaAHMS
ObICTPLIX NOTEHLMaNnynpaBnsiemMblx Na+-kaHanoB 1 MeafieHHbIxX K+-kaHanos pasnuyHa. VIMeHHO NoaTomy Npu JOCTUKEHUN ONpeaerneHHOro
YPOBHSs1 ienonsipm3aLium (Nopor reHepaumu noTeHumnana 4encTBrs) U COOTBETCTBEHHO KONMYECTBA OTKPbITbIX Na+-kaHanoB, TOk Yepes K+-
KaHanbl He «ycrieBaeT» ypaBHOBECUTb Na+-TOK, YTO MPUBOAMT K AalbHENLLIEN AeNONApM3aLnm U OTKpbIBaHUIO OombLUEro konmyecTBa Na+-
KaHanoB, T.e. BO3HWNKaeT NoTeHumnan AencTBus.



* Puc. 1-44. JlokanbHbIN OTBET HEPBHOIO
BOJIOKHA.

* A - dbopma naccmBHOro
3NEeKTPOTOHUYECKOro noteHumana u
rnokanbHoro oTeeTa. b - naccMBHbIN
3NEeKTPOTOHUYECKUI NOTEeHLMas,
nepepacTaloLwmn B NoKarnbHbIW OTBET U

A aarnee B noteHuman 4enucTeus, npu

yBenu4eHUn cuUnbl pasgpaxuTens.

* KpuBble 1 1 2 npeacrasnsaoT cobou
MacCUBHbIV 3NEKTPOTOHNYECKUM
noTeHuuar, Bbi3biBaeMbIN
yBENn4MBaoLWNUMUCA NO aMNnNnTyae
AenonapuayowmMmm umMmnynscamm
ArEeKTPUYECKOro Toka.

« Ha kpuBbIX 3, 4 1 5 K NaCCUBHOMY
3MNEKTPOTOHMYECKOMY NOTEHLMany
npucoeauHsieTcs genonsipusaumsi B popme

n N nokanbHoro oTBeTa.

W @ O g © * [1pn noporoBon cune Toka NoKanbHbIN
8TBeT rnepepacTtaeT B NoTeHUmnan gencreus
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« CTyneHbKn AenonspusyoLmnx MMnynbLcoB
SNEKTPUYECKOro TOKa OTMEYEHbl KPaCHbIM
LBETOM.

* B - MexaHn3mM BO3HUKHOBEHUSA JTOKaNbHOIO
OTRAETA
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[loTeHUnan nencTeus

 Ecnu anekTpoBo36yanMyto KNETKY UM HEPBHOE BONOKHO MOABEPTHYTb JENCTBUIO ANEKTPUYECKOIO
pasgpaxnTens NoporoBon BENMYMHBI, TO BO3HUKAET BO30YXAeHME 3TOro y4acTKa,
3NeKTPOU3NONOrMYeCKMM BblipaXEHMEM KOTOPOIo ABMSIETCA NOTEHUMan genctens. 9T1o Bo3byxaeHne
pacnpocTpaHsieTcs No Bcei MeMbpaHe 1 Ha3biBaeTCsA pacnpoCTPaHSAOLLIMMCS.

» Ha pucyHke 1-45 A npogemMoHCTpuUpoBaH NoTeHuman 4encTema n ero gassl. OH Ha4UMHAETCS B
pesynsrarte CMeLLeHNs NoTeHUMara nokosi (Hanpumep, ot -90 MB) NpaAMOyrosibHbIM UMMYSTbCOM
QNEKTPUYECKOro TOKa 40 YPOBHS KPUTUYECKOro noTeHumana (pasHoro A pasHbiX TUMOB KINEeToK).
[Nocne yero B pesynsraTe 3MeHeHUs NOHHbLIX TOKOB MEHSAETCA M CaM MOoTeHLmMan KneTkuy, ObICTpo
HapacTas B NoNnoXuTernbHyo obrnactb 1 goxoasa Ao 0 MB. ObbivHO 3Ty a3y HasbiBaloT pa3ou
aenonapusauumu. lNoteHunan oencTBnA NpogorkaeT Bo3pacTtarb, nepecekas 0 MB n gocturas
3Ha4YeHUn, nexawmx okono +35 MB (TouHee, pasHbIX 3HA4YEHUN ON19 pa3HbIX TUMOB KNEeToK). 1o
ﬁocmmeHmm NVKa Benu4ynHa rnoTeHumana nagaet B oTpyuarernbHyto obnacTb, BHOBb gocTurasa 0 mB.

peBbILLIEHMEe NOoTeHUnana 4encTBuA Ha HyneBown NMHMen HasbiBaeTcd oBepLluyToM. llanee noteHuman
OencTBusa nepecekaet 0 MB n gocturaeT 3Ha4yeHu noTeHumana nokos. 3Ty galdy obbl4HO Ha3biBalOT
doason penonsipusauun.

B npouecce penonsipusaumn noteHumMan 4eNCTBUSE MOXET BO3BpaLLaTbCs Ha ypOBEHb NOTEHUMana
MOKOS NO ABYM pa3HbIM MOHHbIM MexaHn3amaMm (puc. 1-45 B). MNepBbii MexaHn3M NPUBOANUT K TOMY, YTO OT
YPOBHSI KOUTUYECKOro NoTeHUmMana penonsapusawums MeaneHHo 1 nnaBHO NepexoanT B noTeHuman
nokosi. 3To cnegosas aenonspusaums (duonetosas kpusas). [Mpy BTOpoM MexaHn3me penonspusaums
OOCTUraeT BENUYUHBI NOTEHUMAana nokos U NpoAorkaeTcs Aanblue B bonee oTpuuaTenbHyo 00nacTb,
nocrne t;ero BO3BpaLLaeTCcsl K YPOBHIO NOTEHLMana nokosi. 3To crieaoBasi rmnepnonspusaums (kpacHas
KpuBasi).



Trnbl BUO3ANEKTPUYECKON aKTUBHOCTW
HEPBHbIX KIMETOK

* PaCCMOTpl/IM TUMNbI 6VIOGJ'I€KTpI/I‘-IeCKOl7| aKTMBHOCTW Ha NpuMepe HEPBHbLIX KNETOK (puc. 1-45), MOCKOJ1bKY laHHbIE 006
9TOM ANA KNETOK Apyrmnx

* TKaHeu U3roXeHbl B COOTBETCTBYIOLUNX padgenax. Hacto noteHuuan AencTBms BO3HUKaET Ha poHe noTeHuuana
NOKOSA NoA BIUSAHUEM UCKYCCTBEHHOM BHYTPUKITIETOYHOM Aenonapusauun. Takon noTeHunan 4ENCTBUA BO3HUKAET Y
KNEeTOK C HEMEHSILLMMCS NOTEHLManoM NoKos w1, cnegosaTenbHO, Takue KNeTKU CaMOCTOATENbHO HE reHepupytoT
noteHunansl gencTeus. X HasbiBaloT «MonyawummMmy» (puc. 1-45 BS. OTO NePBbIN TUM BMOANEKTPUYECKON aKTUBHOCTH
HENPOHOB.

« Ko BTopomy T1ny 6G1Mo3anekTpu4eCckom akTMBHOCTM KIETOK OTHOCATCS HEMPOHbI, CNOCOOHbIE CaMOCTOATENBHO
reHepuvpoBaTb NoTeHUMansl AencTems. MexaHn3Mbl 3TON reHepaLmm Mbl pacCMOTPUM Jaree, a cernyac obpatmmcs
NCKINIOYMTENBHO K PEHOMEHOMNOMMYECKON CTOPOHE Bonpoca. K'aToMy TUny OTHOCST KINETKN, FrEHEPUPYOLLME
perynsipHyto puTMUYECKY0 aKTUBHOCTb (pUC. 1-45 [M), HeperynspHyo pUTMUYECKY0 akTUBHOCTb (puc. 1-45 [1), n
perynspHyo navyeyHyto (HECKONbKO NOTEHUMANoB AENCTBUSA - «Nayka», MOCne YEro HabngaeTcs KOPOTKMIN Neproa
MOKOS) aKTUBHOCTb. [1py 3TOM KONMYECTBO NOTEHLMANOB AENCTBMSA B NaYKe U MeXnavyeyHble MHTepBarbl O4MHAKOBbIe
(puc. 1-45 E). HakoHeLl, 3TO KNETKW, reHepupytoLmne HeperynsapHyo nayeyHyto akTMBHOCTb. [1py 3TOM KOnM4ecTBO
NOTeHUNanoB AeNCTBMSA B Nadke, YacToTa X BO3HUKHOBEHUS U MeXXnadyeyHble MHTepBarbl pasHble (puc. 1-45 [1).

« KTpetbemy Tvny 6MO3nNekTpn4eckon akTUBHOCTU KITETOK OTHOCATCSI HEMPOHBI, CNOCOBHbIE CAMOCTOSATENBHO
reHepupoBaTb PryKTyauun noTeHumMana nokos, He JOCTUratoLmne Kputmdeckoro noteHuyuana (puc. 1-45 2K). O6bivHO
9TU QPNyKTyauun 6bIBaKOT CUHYCOMAanbHOM Unn nunoobpasHon opmbl. TONbKO peakne ocunnnauum MoryT
OOCTUIHYTb NOpora 1 Bbi3BaTb reHepaLmio O4MHOYHbIX NOTEHUNANoB AeNCTBUSA. OTOT TUMN NOTEHLNANOB Ha3bIBaeTCS
nencmekepHbIM. K coxxaneHuio, Kak B QTEHECTBEHHOW, TaK 1 B 3apybexXHON nuTepaType 3TOT TEPMUH HECET ABE
CMbICNOBbIE Harpy3ku. Bo-nepBbix, NencMeKepHbIMY Ha3bIBatoT KIETKN, FeHEPUPYIOLLIME MCTUHHBIN NEeNCMEKEPHbI
noTeHuuan, Noka3aHHbIN Ha puc. 1-45 3. BO-BTOPbIX, TaK Ha3bIBalOT KINETKWN, CNOCOOHbIE K CAMOCTOATENBHOW
reHepaunmn noTeHunanoB AeucTBus. B TakoM cMbicrie 3TOT TepMUH OCOBEHHO NPUKMIICS B TEPMUHONOIM MO
anekTpodumanonornmn cepaua, ¢ Yem YmTaTento NpMaeTCa CTONKHYTbLCA Aarnee.
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| * [NloTeHUWan gencTema n
" il TUMbl BUOANEKTPUYECKON
-k aKTUBHOCTU Ha npumMepe

20w Creposas runepronspiaaues HEPBHbIX KITETOK

B Monuawan KneTka

B KneTka ¢ perynapHon
PUTMUHECKOH AKTHBHOCTbIO

a KneTka ¢ HeperynapHo#
PUTMHYECKON AKTHBHOCTBIO

Knetka c parynsapHon
NEYEYHOH AKTHBHOCTLIO

KneTka ¢ HeperynapHon
NaYe HOA AaKTHBHOCTLIO

3 KNeTxka ¢ N2RCMEKEPHON AKTUEHOCTLIO
NIV VL (H NY1ATE C NEHCMENKEPHO
AKTUBHOCTHI0 KapAMOMUOUUTa)



[lencrtBue aneKkTpn4eckoro Toka

* Kyncny oCHOBHbIX pasgpaXutesrien KrneTok NpuHaanexuT anekTpu4yecknm Tok.

« BBegem 0603HaueHnsa: Em ncnonb3yeTcs TOSbKO AN NoTEHUMana NokKost KNeTkuy,
Vm - OAng nobbiX MEMOpPaHHbLIX NOTEHLMANOB, a AVm O3Ha4aEeT nobdoe n3aMeHeHune
MeMOpaHHOro noteHumnana.

« Ecniv Ha MemOpaHy KIeTku BO34EeNCTBOBATL NMMYNbCaMU SrNEeKTPUYECKOro Toka
MO0 NONOXUTENBHON, NMOO OTpULAaTENBEHOW NOASIPHOCTHN, TO 3TO BO3OENCTBUE
BbI3OBET CMELLEHNE Em COOTBETCTBEHHO NIMOO B NOMOXUTENBHYO 00nacTb
%,qenonﬂpmsau,m MemMbpaHbl), IMbOo B oTpuuaTesribHy0 0bnacTtb

rmnepnonapusauusa memopatsbl). Ha pucyHke 1-46 A nokasaHO BridHUE
MPAMOYTOSIbHbIX MMMYJIbCOB 3MEKTPUYECKOro TOKa pasrnmnyHom Cusibl U NOSIAPHOCTH
Ha Em. YcnoBue BO3HUKHOBEHUS NOTEHUMaNa AENCTBUSA - KOUTUYECKUW NOTEHUMan
Ec. OnekTpunyeckoe pa3%pa>|<eHme BbI3bIBaeT ObICTPOE CMELLEHNE MeMBpPaHHOIo
noTeHUmana oo ypoBHS Ec, npy KOTOPOM NPONCXOAUT aKkTUBaLUS
noTeHuunanynpaBsnsaemMbix Na+-KaHanoB, 4TO Y NPMBOAUT K BO3OYXOeHMI0 MeMbpaHbl
B BMAe NoTeHLMana oencTBus.

* Benn4yunHbl Em, EC 1 AVm MOXHO CB$|3aTb CJ'IG,EI,YI-OLLI,I/IM BblpaXeHnem:
I m T AV» = B C
HTH (1.22)
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Ha pucyHke 1-46 Al nokasaH NpsaMOYrofbHbIN UMMYIbC AMEKTPUYECKOro TOKa MONOXUTENBHOW NONAPHOCTH, Bbi3blBalOLLMIA CMELLEHNE Em
[0 Ben4nHbl Ec, YTO NPUBOAMUT K BO3HUKHOBEHMIO NOTEHUMana gencraus. B aTom cnyyae BenuyrHa noporoBoro noTeHumana ctaHeT
paBHa AVm,1.

[anee noka3saH (puc. 1-46 A2) NpsAMOYrofbHbIA MMMYIbC 3MIEKTPUYECKOro ToKa NOSoXKUTENbHOW NONSPHOCTY, NPUYeM Nepeasi CTyMneHb,
cMeLLasEm B B6oriee NonoxuTeribHyto 06nacTb, He Bbi3bIBAET CMeELLeHe MeMOPaHHOIo NoTeHumana 4o Benm4yrHbl Ec, TO3TOMY Ha hoHe
nepBoOW CTYNeHn NoTeHumnan 4encTeBns He BO3HMKaeT. Ho B Takom crny4dae BennymMHa NoporoBoro noteHuunana 6yget MeHblue, Yem AVm, 1
1 paBHa AVm,2. BTopasi cTyneHb BbI3bIBAaET CMELLEHNE MEMOPaHHOIO NoTeHumana 4o BenuumHbl Ec, 4TO M NPUBOAUT K BO3HUKHOBEHUIO
noTeHumana AencTBus.

Ha pucyHke 1-46 A3 Takke NokasaH NpsiMOYrofibHbIN UMMYIbC SNIEKTPUYECKOrO TOKA, HO €ro NepBasi CTyNneHb UMeEeT OTpuLaTenbHyl
MONSIPHOCTb, @ BTOpast CTyMNeHb - MONOXMTENbHYI0 NONAPHOCTL. [lepBas cTyneHb cMmeLlaet Em B oTpuLaTensHyto obnactb. Ha dpoHe aton
NepBOW CTYNeHu NoTeHuuan 4encTBusl He BO3HMKAET, 1 Toraa BennynHa noporoBoro noteHuunana byaer 6onblue, 4eM AVm, 1, U paBHa
AVm,3. BTOpas cTyneHb Bbi3bIBAET CMELLEHNE MEMOPaHHOIO NoTeHUmMana 4o BeNuU4YmHbl Ec, YTO M NPUBOAUT K BO3HUKHOBEHUIO
noTeHuunana aeucTeus.

BonbLUMHCTBO HEPBHbLIX KINEeTOK OTBe4YaeT Ha Aenondapmn3aunio putMmn4eCckKnmMmin paspagamm noteHumnanoB AEenCTBuA, U HvaO60p0T,
annnmkauma noCToOAHHOIO rmnepnondapu3yroLllero anekTpn4eckoro Toka |/|Hr|/|6|/|pyeT BO3HUKHOBEHNE NOoTEeHLNASTI0B AENCTBUA.

PaccmoTpum cHavana BnvsiHue AenongpuayoLero Toka, NPOAEMOHCTPUPOBaHHOE Ha puc. 1-46 B1. Kak 6b1no noka3aHo Bbilue, KreTka
OTBEYaET reHepauuen noteHLmana A4encTB1S Ha NOPOroBbIN NMMYNbC pa3apaatoLlero Toka. lovyemy xe Ha onUTeNbHbIV
L,enonsipm3yoLLIMN UMMYIbC SNEKTPUYECKOro TOKa BO3HWKAET TOSbKO OAMH NOTEeHLMan AencTeus (cMm. puc. 1-46 51)? [leno B TOM, 4TO
nopor Ans BO3HUKHOBEHWS MOBTOPHOTO OTBETA BbILLE, YEM AN reHepaLum OAMHOYHOro NoTeHumnana gencreusi. OCHoOBa MexaHv3ma
9TOro npotiecca B TOM, YTO NOCMe OKOHYaHWs NepBOro NoTeHumana AencTBms ConpoTuBneHme memopaHbl 06bIYHO CHUXXEHO 3a CYET
BbICOKOW NPOBOANMOCTU Ansi MOHOB K+, NO3TOMY pasapakatoLLmii TOK M3 NOPOroBoro NpeBpallaeTcs B NoAnoporosbii. Kpome Toro,
npogosrKatoLLascs genonsapusauuns NPensaTCTBYET NOMHOMY YCTPaHEeHNo MHaKTUBaL MK Na+-kaHanoB. Ecnv aTn nameHeHus Hebornbluve,
OHM MOTYT ObITb CKOMMNEHCUPOBAHLI YBENUYEHMEM CUIbI TOKA pasapakaroLero umnynbca (puc. 1-46 b2), 4to npuBeaeT K NOSBNEHNIO
HECKOINbKUX NOoTeHUnanoB AencTeus. Elle 6onbluee NoBbilLeHEe CUrbl TOKa NPUBEAET K reHepaLmn puTMU4eCckon akTMBHOCTM (puc. 1-46
B3). JanbHeviwee ONCKPETHOE YBENUYEHNE CUIbl AENOSSPU3YIOLLEro ToKa 40 onpeAerneHHoro npeaena npuBeaeT K yYalleHuto
PUTMWYECKOTO paspsiaa U yBEMMUYEHUIO Yicna MMNYNbCOB B HEM (He noka3aHo). OgHako npu AanbHENLWeM yBENMYEHUN CUTbI
L,enonspur3ayoLLLero Toka pa3psiJ NoTeHLNanoB AeCTBUS yKOpauMBaeTCs U YMEHbLLIAETCS NO aMnnuTyae (puc. 1-46 b4 n 5) BNnoTtb Ao
MOSTHOrO NPeKpaLLeHNs reHepaLun NoTeHUManoB AencTBus (puc. 1-46 b6). MpuunHon aToro ABnNsieTCsi MHaKTUBaLUUS Na+-kaHarnoBs.

Bnusinne anutensHOro runeponsapusyoLero Toka, NpoAeMOHCTPUPOBaHHOE Ha pyc. 1-46 B 0bbI4HO paccMmaTpuBatoT NPUMEHUTENBHO K
HepoHaMm, obnaaaoLLMmM CrIOHTaHHOW aKTUBHOCTLIO. YBENUYeHne runepnonspusanmm knetku (puc. 1-46 B1-3) npuBoauT K yMEHbLLEHUIO
YacTOTbl CMTAaUKOBOW aKTUBHOCTU U YBENMUYEHUIO aMNITNTYAbl NOTEHLUMarioB 4eNUCTBUA 3a CHET yaareHUa OT BENMUYUHbI KPUTUYECKOro
noTeHumnana BnnoTb 40 NOSIHOro NpeKkpaweHust reHepaunmn 3Tnx noteHuyuanos (puc. 1-46 B4).
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* Puc. 1-46. Bnnasue
BHYTPUKNETOYHOW nonapusaunm Ha
O1O3aNEeKTpNYECKyo akTUBHOCTb
KNEeToK.

* A - COOTHOLLUEHUA MeXay UCXOOHbIM
YPOBHEM NoTeHuUmMana nokosa (Em),
KPUTUYECKUM YPOBHEM
agenonapusaunm (Ec) n noporoBbim
noteHunanom (AVm) B Hopme (A1),

* npwv genonspusaunm (A2) n npu
runepnonapusaumm (A3).

* b - BNMngHMe nckyccTtBeHHoW Jomnro
Andwenca aenondapusagum
a3fM4YHOU CUIbl Ha
MO3NEKTPUYECKYIO aKTUBHOCTb
HEepBHOW KNEeTKW.

* B - BNngHmne nckyccTteBeHHou Jonro
Andwencsa runepnonapusayum
pasnu4Hou cunbl



* MexaHun3m noTeHuMana AencTBuUA )
NMOpPOroBou BerMMHMHeE pasgpaxatrowero 3JIeKTpn4eCKoro CtuMyrna Bo3HUKaeT noteHunan 4encteus,

COCTOSILLMI 13 (ha3 Aenonsipyusauum 1 penonsipusaumn. Ha pucyHke 1-47 A npogeMoHCTpUpOBaH A o my oll s
noTeHuman gencTems n ero gasbl. OH HAYMHAETCH B pe3ynbraTe CMELLEHUS NoTeHLMana nokos o G
(Hanpumep, oT -90 MB) NPsSIMOYronNbHLIM MMMNYNBECOM ANEKTPUYECKOIO TOKa A0 YPOBHS KPUTUYECKOIO —

noTeHumnana (pasHoro Ans pa3HblX TUMOB KIETOK), NOCHe Yero B pe3ynbraTe U3MeHEHMs MOHHbIX
TOKOB MEHSIETCS M CaM NOTeHLMan KneTku, bbIcTpo HapacTas B NONOXUTENbHYI 061acTb U JOXOASA _
Ao 0 MB. O6bI4HO 3Ty dhasy HasbIBaloT hason aenonspusaumu. NoteHuuan A4ENCTBUS NPOAOIKaET Amonmpinsautd 48 110 Penonspustiyn
Bo3pacTaTb, nepecekas 0 MB 1 focturas aHadeHui, nexatyux okono +30 MB (TouHee, pasHbix

3HaYeHWU ANs pasHbIX TUNOB KMETOK). M0 AOCTWKEHUM NKa BENUYMHA NOTEHUMana nagaeT B .

oTpuuaTenbHyto obnacTtb, BHOBb AocTurasi 0 MB. MpeBbilLeHne noTeHumana oeucTBUs Hag, HyneBow E.
NUHWEN Ha3blBaeTcst oBepLUyToM. [lanee noTeHuman aencteus nepecekaet 0 MB 1 gocturaeT
3Hay4eHuI NoTeHumarna nokos. ATy gasy obblYHO Ha3biBalOT ha3oun penonspusaumm.

]10mV

—J
* PaCCMOTpVIM B ynpoweHHOM Bnae CBA3b NoTeHuUunana AEeNCTBNA C MOHHBIMW TOKaMM Ha 200

KayeCcTBEHHOM ypoBHe (puc. 1-47 B). KD TG
* 1 npeactaenset cobor NoTeHumMan Nnokos, MeXaHn3m KOTOPOro CBOAMTCS K HE3HAYUTENbHOMY BXOAY Na’
MOHOB Na+ B KINETKY W NpesblLLatoLLemMy ero npuMmepHo B 100 pas BbIXoay MOHOB K+ Mo kaHanam b o
geqkm. Mpn aTOM MembpaHa UMeeT BHYTPY OTpULaTENbHbIW 3apa, 8 CHAPYXU - NONOXUTENBHbIN. '

Taams 2 npeacTtaenseT cobor NposiBrieHMe NAaCcCMBHOIO 3N1EKTPOTOHUYECKOrO NOTeHLMana, Eﬁ :
+
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KOTOPbIV orpeaensieTcs TONbKO eMKOCTHBIMU U PE3UCTUBHBIMM CBOMCTBAMIN MEMOpPaHbI 1 He
CBsi3aH C MBMEHEHNEM NOHHbIX TOKOB Yepe3 MeMbpaHy.Ctaaus 3 cBsidaHa C nokasibHbIM OTBETOM,
Mp¥ KOTOPOM MPOUCXOANT HEKOTOPOE YBENMYEHNE BXOAA MOHOB Na+ B KNETKY, HO YXXe yepes
noTeHumanynpaensemMble Na+-kaHanbl, YTO Ha CXeMe OTMEYEHO CNIOLHON CTpenkon. Beixod noHos
K+ 1 He3Ha4MTenbHbIN BXOA MOHOB Na+ MO KaHanam yTeykun octaetcs 6e3 nsmeHeHui, Ha atow
cTaguu KrneTka MeeT BHYTPY OTpuLaTenbHbIN 3apsif, @ CHapYXXu - NoNoXuTenbHbI. CTagus 4
Ha4MHaeTCs B TOT MOMEHT, KOrga CMeLLaeMblil NoTeHLman MemopaHbl JOCTUrAET KPUTUHECKOTO
ypOBHSI. AKTUBMPYIOTCS (OTKPbIBAKOTCA) BCE NOTEHLUManynpasnsieMble

noTexuuan-
yrpaBsnaembli

1 2 3 Na*kaxan

* Na+-KaHasbl, 1 BO3HMKAET MpoLecc, Ha3biBaeMblv akTuBaumen Bxogsiuero Na+-toka. MloHbl Na+
naBMHOOBpPAa3HO BXOAAT B KIETKY, YTO BEAET K AalbHENLLEMY CMELLEHNI0 MeMBPaHHOro
rnoTeHumana, AocTuratroLLero Hyrns. Bce ato Bpems Bbixod MOHOB K+ OCYLLIECTBNAETCA TOMbKO NO
KaHanam yTeyku n octaetca 6€3 nsmeHeHun. Knetka umeet BHYTpW oTpuLatenbHbIn 3apag, a
CHapyXwu - nonoxuTenbHbln. OTAENbHO PpacCCMOTPUM CTaAMIO 5, T.€. CUTyauuio B Hyne. B aToT
MOMEHT I'IOTeHLl,VIaJ'IyI'IEaBJ'IFleMbIe Na+-KaHarnbl OTKPbITbI, U NOHbI Na+ NPOAOIMKAIOT BXOAUTL B
KneTKy. Bbixoa MOHOB K+, Kak BbIno oTMe4eHo, octaeTcs 6e3 M3MeHeHN, HO B KINETKY BOLUSO TaK
MHOIO MOHOB Na+, YTO BHYTPUKIIETOYHbLIN OTpULIATENbHbIN 3apsi[ CKOMMNEHCUPOoBarics, n MembpaHa
KNETKN CTAaHOBUTCSA SreKTPOHeNTpanbHON. TemM He MeHee NoHbI Na+npodorkatoT BXOAUTL B KINETKY
1 BHOCAT NONOXWTENbHbIN 3apg - cTaams 6. B 310 Bpemsi MembpaHa BHYTPY KNETKMN CTaHOBUTCS
Bonee anekTponoNOXNTENbHON, YeM CHapyu. NponcxoanT peBepcus noTeHumana, Ho He
peBepcus HATPUEBOTO ANEKTPOXMMUNYECKOTO rpadgneHTa. PaBHOBECHbIN noTeHUuMan anst Na+ paBeH
+55 MB. [NoTeHuman cMeLaeTcs B MONOXUTENbHY 06racTb U MOXET AOCTUrHYTh (y onpeaeneHHbIX
KNeToK) BENMYKNHbI, paBHOM +30 MB. OTa BennymMHa noTeHuunana Bbi3biBa€T MHAKTUBALMIO
noTeHuunan-ynpaengaembix Na+-KkaHanos 1, COOTBETCTBEHHO, MHAKTUBALNIO BXOAALLEro Na+-Toka.
OTN e BENNYNHbBI NOTeHUMana BbI3blBalOT akTMBaLMIO NoTeHuManynpasnaembix K+-kaHanos u
COOTBETCTBEHHO aKTMBaUMIO BbiIxogsLero K+-Toka. 3T Npouecchl 3HaMEHYHOT Havano crtaguu 7.
[MoToK noHoB Na+ B KNeTKy NpekpaLlaeTcs, HO U3 KNETKN MHTEHCUBHO Yepes
noTeHuuanynpasnsemble K+-kaHanbl BbIXOAAT NOHLI K+ (cTaguna 8). Ha aTon chaze membpaHa 7
KNeTkn octaeTcs 6onee aneKTpononoXnTENbHOM BHYTPY KNETKKN, YEM CHapY»u, CO CTOPOHBbI ; \\
BHEKMNETOYHOW Cpedbl, XOTS NOTeHUMan CTpemMuTcs B oTpuuatensHyto obnacTe. B ntore Bbixoga ”ﬁ’;:#::” . r’ o
noHoB K+ MeM6I'E)aHHbIVI noTeHumnan ymeHbLLAeTca A0 HyNA - ctaauns 9. bnarogapa UHTEHCUBHOMY ynp Mo © ke
BbIXoAYy NOHOB K+ MeMOpaHa KreTku BHOBb CTAHOBUTCS 3NEKTPOHENTPanbHOM. ﬁanee Ha4ynHaeTcs K'kawan K K*
ctagus 10, Npy KOTOPOU BbIXoA MOHOB K+NpmnBOANUT K TOMY, YTO NOTEHLMAnN KNETKN BHOBb
npurobpeTaeT aNeKTpooTPULATENBHOCTL MO OTHOLLEHWUIO K BHELLHEN cpeae. OTO NpoaormkaeTcs Ao
OOCTWKEHMS NOTEHLMaNa nokosi, BEnmM4ymnHa KOToporo NpMBOAUT K 3aKpbITHIO K+-kaHanos n
MNMHAKTURAIINIA RKIXOO4AlLIIlero K+—Tnl(2 KI‘IQTKQ RORRBRDOAIIIAAATCA R MCYONHOEe COCTOaAHINe




da30Bble NUBMEHEHNSA BO3DYAMMOCTH

« B npouecce noteHumana gencTems Bo30yanUMOCTb 000N KNETKU MEHSETCS, YTO ONpeaensaeTcs MexaHu3MamMu, Nnexalimmm B OCHOBE
reHepaumu noteHumnana gencrans, ObbIYHO BbIAENSAOT HECKOMBKO (has, OTpaxalLwmux N3MeHeHNs BO30yAMMOCTY KNETKN B AaHHbI
MOMEHT BPEMEHMN NOoTEeHLUMana aencTems. 3To haza HopManbHOM BO30YAMMOCTHY, XapakTepHas Ansa nepuoaa nokos KneTku, dasa
MOBbILLEHHOW BO30yaAMMOCTH, ha3a abcontoTHOM pedpakTepHOCTU, KOrAa KNeTKy BO30yanTb HEBO3MOXHO, U, HakoHeL, (ha3a
OTHOCUTENBLHOMN pec{?paKTepHocm, Koraa KneTtka npuHLMnManbHO MOXET ObiTb BO30YXXaeHa.

* Ha pucyHke 1-48 A B BepxHeW 4acTu NpeacTasneH noreHuymarn, nogobHbIn noTeHuuany AencTBuS, a B HUXKHEN YaCcTu CUHXPOHHO
nokasaHbl pa3oBble N3MeHeHUs Bo3dyanMocTu. YTobbl MOHATB, Kak MeHseTCca BO30yAMMOCTL B pasHble dhasbl noTeHuuana 4encTeuns,
yA0BHO MCronb30BaTh TECTOBLIA UMMYSILC NIEKTPUYECKOro TOKa NPSIMOYTobHOM (OOPMbI M aMIMIUTYAON, Nexallen B Ananas3oHe oT
BENUYMHbLI NOTeHUuara nokos Ao KpUTn4eckoro noteHumana. Ecnv takom uMnynsc nogatb Ha KNeTKy Ha hoHe noTeHumana nokos,
OTBETOM OyAeT NONTHOLEHHbIN NOTeHUMan gencteus. CrnegoBaTtenbHO, Ha YPOBHE NoTeHUMana nokos meMbpaHa KneTku nmeet
HOpManbHy Bo3byaNMOCTb (MPUHATYIO YCNOBHO 3a 100%). [lanee, 4Tobbl BO3OYAUTL KNETKY Ha YpOBHE ¢ha3bl NAaCCUBHOIO
SMNEeKTPOTOHNYECKOTro NoTeHumana, HEobXoaAnM NPSIMOYTroNbHbLIN UMNYILC MEeHbLLEN aMnnnMTyabl, a Ha YpoBHE (pasbl NoKanbHOro oTeeTa -
elLle MeHbluen amnnuTyabl. CriegosaTteribHO, CUHXPOHHO C 3TUMK ABYMS pazamu noteHumana 4encTBma Bo3byanmMocTb CTaHeT
yBenuumnsaTtbcs. 3aTeM HadnHaeTca dpasa genonsapusauum noteHumana 4encTBms, B OCHOBE KOTOPOW NEXUT OTKPbITUE BCEX
noTeHuunanynpasnsembix Na+-kaHarnos. B 3TOT nepvoa, UMeHHO 13-3a akTMBauumn Bcex noTeHumanynpasnsaemMblX Na+-kaHarnoB, KIeTKy
HEBO3MOXHO BTOPMYHO BO3byanNTb. TO ecTb BO3BYAMMOCTb Cpady Xe nagaeT Ao 0%, U HaunHaeTca noaaepxvsaemasi pasa abcontoTHOM
pedpakTepHOCTU. ITa (hasa AnnTcs 4o TOro MOMEHTA, Noka ¢asa penonsapusawmm noTeHunana gencTBUS He nepeceYveT HyneByto
NNHULO.

* Yem bnuxke penondpumn3auna noTeHunana OEeNCTBUA NOOXOOANUT K YPOBHIKO noTeHunarsa nokod, Tem npoLie BTOPUHHO BbI3BaThb npouecc
BO36y)K,EI,eHI/IF| MeMOpPaHbl KITETKN. Bce ato BpeMA MEMOPpaHA KrneTtka HaxoguTcA B cbape OTHOCUTESIbHOU peq.)paKTepHOCTI/I. H@KOHeLI,,
penondapusaumnda nepecekaet noteHuynasn rnokos. Ecnn B 3TOM TOYKE NoaaTh TECTOBLIN NMNynbC, OTBETOM 6y,u,eT MOJIHOUEHHbIN NoTeHUMarn
penctend. CnegoBaTtensHo, npwn BoO3BparTe K ypOBHIO NOTEHLMAlTa NMNOKOoA BO36y,EI,VIMOCTb CTaHeT BHOBb HOpManbHOU 1 paBHOU 100%.

+ [anee ans sbi3oBa npoLecca Bo30yXaeHnsa Ha poHe HapacTaroLLer crieqoBon rmnepnonspusanmm Heobxoanmel Bce bornbLune n
BonbLuve No amnNnNuTyge anekTpuyeckne nmnynscol. CnegosaTternbHO, NpU HapacTaHUM cnegoBon rmnepnonapusanmnmn Bo3dyamMocTb
OyoeT ymeHbLaTbCS. gm BO3Bpare criefoBou rmnepnonspmsasmm K ypoBHIO NoTeHLMana nokos amnnuTyaa nmnysibcoB, HeobxoanMbIX
AN BO30YyXAeHMUst MeMOpaHbl KNeTku, OyaeT yMeHbLUaTbCs, NoKa He JOCTUTHET MCXOLHOM B TOYKE NepeceyeHns cnegoBon 5
rmnepnosisipnsaynmn ¢ ypoBHeM noteHyuana riokos. CnegosarensHo, BO3byANMOCTL CTaHET Bo3pacTaTb, Noka He AOCTUTHET NCXOL4HOM
BENMUYNHbLI B 9TOM XXe TOYKE.

« [Ins Toro 4Tobbl BbI3BaTh NPOLIECC BO3OYXOEHUS B q)asé CrefoBON Aenonsapusauum noteHumana encTems, HeobxoarMbl BCE MEHbLUME
1 MeHbLUWE NO aMNUTYAE SneKTpuieckme uMmnynscel. CnenoBatenbHO, BO3byanMocTs MeEMOpPaHbI KNETKM GyaeT noBbILLEHHOMN. [ 1py
BO3BpaTe CreaoBoy AENOnapm3aLmm K ypoBHIO NOTEHLMana Nnokos aMnnnTyaa MMnynbcoB, TpebyeMbix Ans Bo3byaeHUs MmeMopaHbl
KINEeTKW, CTaHEeT yBenMuMBaThCsl, Noka HE JOCTUTHET MCXOL4HOWN B TOUYKE NepeceyeHms CneaoBon Aenonsipusanmnm ¢ ypoBHEM NoTeHumana
MOKOS.

» CxopgHbIM 06pa3oM MOXHO onuncaTb g)asosble N3MeHeHUs BO3DYANMOCTU NOMNepevHOo-NonocaTon MbllLEYHOM KNETKM (puc. 1-48 B) u
MuokapaunanbHou knetku (puc. 1-48 B). B nocnegHem cnyyae gpasa OTHOCUMTENBHOM pepakTeEPHOCTU HAYNHAETCA MO3XKE, NOCKOITbKY
BbIX04 U3 MHAKTMBaUKUKM Na+-KaHanoB HayMHaeTca npubrinamtensHo ¢ -30 MB. PasymeeTtcs, 06a aTux Truna noTeHumanos 4eNCTBUSA Ha
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* Puc. 1-48. ®a3oBble NUBMEHEHUSA
BO30yQMMOCTU (CUHME KPUBbIE) N NX
CBA3b C NMoTeHuManamm gencrTeung
(3eneHble KpuBbIE) TPEX TUMNOB
KNeToK: HepBHOU (A),

* MbiLLe4yHou (B) n
e MUOKapanansHou (B).

* [1pn noTeHunane nokogd
BO30yaMMOCTb NpuHATa 3a 100%.
Bo Bpems pasbl abcontoTHOM
pedpakTepHOCTN BO30OYyAMMOCTb
npuHATa 3a 0%.

* TecToBbIN MMNYNLC
3NEeKTPUYECKOro ToKa
NPAMOYrofibHOU OOPMBI
npencTaBfieH KpacHbIM LiBETOM



MeToabl doukcaunm noTeHumana

Ha pUCyHKe 1-49 npeactaBrieHbl OCHOBHbIE CXEMbI (bI/IKCaLI,I/II/I noTeHumarsa v akCoHa U KNneTokK, NpuMeHAsA KOTopble MOXHO

perncTpnpoBaTtb MOHHbLIW TOK. [MpuHLMN pukcaumnn rnoteHuuan _ dv,, . B U3BECTHOM BblpaXeHuu
n= i m e

r

dt

€MKOCTHOW TOK CTaHOBUTCA paBHbIM HYIO, ecnn Vm 3a4aTtb paBHbIM KOHCTaHTE. |_|pl/| 3TOM Im CTaHOBUTCHA paBHbIM |, T. €. NOHHbIN TOK
OKa3blBaeTCA BbiIBEOEHHLIM BO BHELLUHIOKO UBMEPUTENbHYIO LiEMNb.

TexHu4yeckas CTOpoOHa MeToaa, NO3BOSSALLErO PerMcTpUpoBaTh MOHHBIN TOK Y aKCOHa, NpeACcTaBneHa B BUAE CXeMbl Ha PUCYHKE (puc.
1-49 A). Onektpoabl C 1 D cBsi3aHbl C BXOAOM YCUINUTENSI HANPSXXEHWS, U COEGUHEHHbIV C HUM OocumMnnorpad permcTpupyet MeMopaHHbIn
noteHuman. C NOMOLLbIO 3NEKTPOHHOWN CXeMbi C 06paTHOM CBA3bIO ATOT MOTEHLMan MOXHO ANUTENbHOE BPEMS OMKCUPOBaTh (Mnn
noaaepXX1BaTb) Ha NoOGOM YpOBHE NyTeM NPonyckaHUsi Toka HEOOXOAMMOW BENUYMHBI MeXAY anekTpogamu A n B, nosTomy oH
Ha3blBaeTCs NoaaepXnBaeMbiM NOTEHLMANOM Yholding potential). Mpu NnomoLLmM reHepaTopa fNpPSAMOYrofbHbIX UMMYbCOB 3MEKTPUYECKOrO
TOKa Ha y4acTke MeMOpaHbl €ro MOXXHO CMELLATb O HEKOTOPOW HOBOW BENNYUHBI U YAEPXKUBATH HA 9TOM YPOBHE TaKKe C MOMOLLIbO
3MNEKTPOHHOM CXeMbl C 0bpaTHOW CBSA3bI0. TOK, NpOTEKaOLLNIA Yepes 3TOT y4aCcTOK MEMOpPaHbI Npy NoAAePKMBAEMOM NOTeHUMane unm
NoA BAUSIHUEM NPUINOXEHHOIO HaMNPsHKEHUs!, UAMEPSIIOT OTAENbHbIM YCUMTENEM TOKa, Takke NOACOeANHEHHbIM K ocumnnorpady. 9Ty
XapaKTepHYH0 ANs SKCNEePUMEHTOB Ha akCOHaX CXeMY NPUMEHSIIOT U B HAcTosILLEE BPEMS.

WcecnepoBaHust MeTogom chmkcaumm noteHumarna 6binm BbiNOMHEHb] HA M30NUPOBaHHbBIX KINETKax pa3nu4yHbIX TkaHel. M3onmpoBaHHas
KrneTka NpeacTaBnseT cobor 3KBMNOTEHUMANbHY cepy 1 He TpebyeT AONONHUTENbHbLIX YCTPOWUCTB. [1Nsi OCYLLECTBNEHNS Takoro 5
MeToaa NPUMEHSANN 3NEKTPOHHO-U3MEPUTENBbHYO cxeMy (puc. 1-49 b) n ABa MUKPO3NeKkTpoaa, BBEAEHHbIX B OQHY KNeTKy. MemOpaHHbIN
MoTeHUMan perucTpmpyoT MUKPOINEKTPOAOM Y NOAAKT Ha yeunuTenb HanpsikeHns. C NOMOLLbIO 3rEKTPOHHOM CXEMbI C 06paTHON
CBSI3bl0 €r0 MOXHO ANNTENbHOE Bpemsi pMKCUMPOBAaTL (UNW NMoaaepKusaThb) Ha mo6ow|a/pOBHe nyTeM NPONyCKaHWsi Toka Yepes BTOPOW
MWUKPO3MEKTPOL, NO3TOMY 3TOT NOTEHUMAN Takke HasbiBaeTca nogaepxmeaemoiM (holding potential). C noMoLLbto reHepaTopa _ 3
MPSIMOYTOMNbHbIX MMMNYNbCOB 3M1EKTPUYECKOrO TOKa Ha MeMbpaHe NoAAepXXUBaeMbI NOTEHLMAN MOXHO CMeLLaTh 10 HEKOTOPOW HOBOW
BENNYMHbBI U YOEPXKMBaTb HA 3TOM YPOBHE TaKKe C NMOMOLLIbIO 3NEKTPOHHOW CXeMbl C 0OpaTHOM CBA3bto. TOK, MpOoTEKaoLniA Yepes 3ToT
y4acTok MemMbpaHbl Npy NoaaepXMBaeMoM NoTeHLUMane unv nog BAMsiHUEM NPUNOXKEHHOO HaNPsSXKEHUS, USMEPSIIOT OTAENbHbIM
yeunutenem.

BonbLwmMm Wwarom Bnepep 6b1no co3gaHne MeTofa BHYTPUKNETOYHOTO Ananuaa (puc. 1-49 B1). OH no3Bonsn ocyLWwecTBRAATb MOMHY0
3aMeHy BHYTPUKNETOYHOW cpeabl B U30NTMPOBAaHHbLIX KNETKaxX. QKCreprMMeHTanbHyo Kamepy NoCpeacTBOM NONTU3TUIIEHOBON
neperopok1 Aenunuy Ha ABa oTceka (puc. 1-49 B2). B neperopogke ¢ NOMOLLbIO UTTbl IPOCBEPNMBANy KOHUYECKOE OTBEPCTHE,
COOTBETCTBYHLLEE N0 pa3Mepam nsydaemon knetke. CTEHKM NOPbI NOKPbIBaNy cneumanbHbiM COCTaBOM, K KOTOPOMY NpUKNensanmu
NOABEOEHHYO MUKPONUMETKON KNeTky. Pe3koe co3naHne B HXHEM OTCEKE OTpULIATENBHOTO AABMEHNS Pa3pbiBano YacTe MembpaHb,
HaXOAALLYKCSA C 3TOW CTOPOHbI. TakMuM 06pa3oM, C OHOM CTOPOHbI MEPETrOPOAKN HaX0AMNach BHELLHAS YacTb MeMbpaHbl, a ¢ ApYron -
BHYTPEHHSS (punc. 1-49 Blg). Kaxabli oTcek MMen aBTOHOMHYH cUCTeMy Nepdy3nn 1 3reKTPOHHO-U3MEPUTENbHYIO CXEMY.

Mo3aHee 6bina paspaboTaHa NpocTasi B U3roTOBMNEHMM NNacTMKOBast MUKPOMNMNETKA C OTBEPCTUEM HY)XXHOIO AMaMeTpa Ha BepLuvHe Ans
BHYTPWKIETOYHOrO Avanuaa (puc. 1-49 ). B peaynsrarte okasbiBatOTCsA roTOBbIMU Kak OTBEPCTUE MNOABEAEHUSI KNETKU, TaK U KOHTYP
nepdy3nn NCKyCCTBEHHOIO BHYTPUKNETOYHOIO pacTeopa: nepdy3npyowunin KNeTKy N3HYTPM pacTBOp NoaaeTcs B OO4HO KONEHO
MUKDOMUMETKU, a BbIBOAUTCS B Apyroe. NpucacbiBaHMe K KNETKE OCYLLECTBASETCS bnarogaps otpyuuaTtensHOMY rmapocTaTuyeckomy
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Puc. 1-49. [NpuHumnbl donkcauum noteHumana y
aKCOHa U1 KNEeTOK.

A - cxema permcTpaLmm MOHHOIo ToKa y akCcoHa.

b - cxema permcrpaumnm MOHHOIO TOKa Y KINeTKU
MUKPO3NeKTpoaamMMu.

B - ynpolieHHasa cxema perncrpawmm MOHHOro
TOKa Y KNETKN MUKPOSNEKTPOAAMM.

[ - cxema permcTpaumnnn NOHHOIO TOKa Y KIeTKU
MeToaom aAnarinia.

[1 - nopa B pasgenutensHon memobpaHe B
yBENMYEHHOM pa3mepe.

E - neTo4HbIn gnanus npm NoMoLM N1acTUKOBbLIX
Tpybouek



Patch-clamp

« PacugeT nccnegosaHuii MeMbpaH KNeTok HacTynun ¢ co3gaHnemM metoaa patch-clamp. 3ToT MeTo no3BonseT
PErncTpupoBaTh Ha U30NIMPOBAHHbBIX KIETKAX MX NOTEHLUMArbl, TOKM UM OOUHOYHbLIE MOHHbIE KaHanbl §
nocpeacTBOM crieLmanbHOM CTEKNAHHOM NUNETKM (patch-NnMNeTK), HanoOMUHaOLWEN MUKPOSNEKTPO, HO MMEIOLLIEN
conpoTuereHue ot 2 Ao 10 MOwm, B 3aBMCMMOCTM OT TNa uccriegyemMbix kKneTok. Kpome toro, metoz no3sonsieT
PErMCTPMPOBATL MOHHbIE KaHarbl B U30NMPOBAHHOM KYCOYKE MEMOPaHbI, KOTOPbIN MOXET ObITb PACMONOXeH Mo
OTHOLLIEHUIO K OTBEPCTUIO NMUMETKM NMOO BHELLHEN, MO0 BHYTPEHHEN CTOPOHOM.

* Ha pucyHke 1-50 nokasaHbl pasnnyHble KOHUrypaunm patch-clamp no OTHOLLEHUIO K KINETKe Unn oparmMeHTy ee
mMembpaHbl. CHavana nuneTky noaBoadaT BASIOTHYIO K MEMOpaHe U30nMpoBaHHOW KNETKK (puc. 1-50 A) n nosny4vatoT
KOHdourypaumto low resistance seal. [lanee B nuneTke nogcacbiBaHMEM co3gatoT HebonbLLOe oTpuuaTenbHoe
AasrieHve (puc. 1-50 b). 31o npnBOAUT K TOMY, 4TO MeMOpaHa NIIoTHO 3aKyrnopuBaeT OTBEPCTUE NUMETKU U
popmupyeTcst BbICOKOOMHbBIN KOHTAKT - KOHpUrypaums cell-attached, unu Hadve - nepexop nunetka-membpaHa ¢
conpoTtuBrieHneM yteukn bosiee 10 FOm (Tak Ha3biBaeMbIn giga seal). [ocne HopManusaumy gasneHvsi B NUneTke
koH(urypauus cell-attachedbrnmska kK puanonornyeckon cutyaumnmn, NOCKOrbKY 30Ha MemMOpaHbl, 3axBayeHHas
MUNETKOW, C BHYTPEHHEU CTOPOHbI KOHTAKTUPYET C BHYTPUKNETOYHOW XUAKOCTbH, @ C BHELLHEN CTOPOHbI - CO
CTaHAapPTHbIM BHEKINETOYHbIM PACTBOPOM, KOTOPbIM 3arONHSAT patch-NnneTKy. Jta KOHurypaums, ¢ oqHOM
CTOPOHbI, MO3BOJIAET PErMCTPUPOBATL OANHOYHbIE MOHHbIE KaHanbl NoA MMNETKOU, a C ApYroun, aBnaeTca
MPOMEXYTOYHOWN AN Apyrux KoHdurypaumi. OHa no3sBonseT ndyyaTb Ha OOMHOYHOM KaHare posfb BTOPUYHbIX
MeCCeH)XepOoB, BKIMYakLWMXCAa Yepes peLenTopbl nrnasmaTmieckon MemMmopaHsbl.

» KoHdurypauwms cell-attached nossonseT oBymMsi nyTsMu (B 3aBMCMMOCTM OT 3aay uccnegosaTtens) coopmmpoBaTb
KOHUrypauuio, HasbiBaemyto whole-cell. B ogHoOM criydae ons ee nony4veHusi B NMNETKY HEOOXOAMMO Pe3Ko U
OQHOMOMEHTHO rnogatb HeborbLloe oTpuuaTtenbHOe AaBreHne, paspbiBatoliee meMopaHy nog nMneTkom n
obpasytoLLiee HU3KOOMHbIV MYyTb MEXAY BHYTPEHHEN Cpeaouv KNeTku U pacTBOpOM B nuneTke. [1pn aTtom B
MeMOpaHe BO3HMKaeT Ablpka, BENn4mMHa KOTOPOW NO3BONFET OCYLLECTBIATL OOMEH MOHOB U Pa3fNyHbIX
coeANHEeHU Mexay NUNeTKoU 1 uutonnasmou (puc. 1-50 B). B gpyrom criy4ae HU3KOOMHbIN NyTb Mexay
BHYTPEHHEW cpefion KITETKN 1 pacTBOPOM B NUNeTKe POPMUPYETCH 3a CHET BINAHUA COEOUHEHUN, HAXOOALLNXCS B
NMNETKE 1 Bbl3blBatOLLMNX 06(fasoBaHme B MeMbpaHe rnop, NpoHNLaeMbIX A4J11 MIOHOB, HO He ANA MoreKyrn. OTo
nepdyopatnBHbIN (perforated) patch. OTa MeToAMKa NO3BOSIAET UCCreoBaTh MOHHbIE TOKK, NpoTeKatoLlve Yepes
MeMOpaHy, NAEHTUONUMPOBATL U BbIYNEHUTL UX.
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KoHdpurypaums whole-cell nossonseT cdpopmmpoBaTth APYry0 KOHUrypawmto
- outside-out patch. OTTSArMBaHMe NUNETKN OT KINETKM 3acTaBnsaeT MembpaHy
pacTarmBaTbCA 4O TeX Nop, MOKa OHa He OTAENUTCA OT KNeTku (puc. 1-50 N n
He cowbeTcs (puc. 1-50 [1). Tenepb ee BHYTPEHHSS YacTb OyaeT
KOHTaKTMpOBaTb C PaCTBOPOM B NMUMNETKE, @ BHELLHAS - C OMbIBaIOLLNM
pacTBopoM B nepdy3noHHON kKamepe. ATy KOHUrypawumo ncnonb3yoT Ans
N3y4yeHuns BKIaga coeqMHEHUN BHELUHeN cpefbl KIEeTKN B aKTUBHOCTb
€0MHUYHbIX KaHanoB.

KoHdpurypauus cell-attached nossonset chopmmpoBath APYryto
KOH(purypaumio, HasbiBaemyto «insideout patch». K ee obpasoBaHuto
NPUBOANT pe3Koe OTpbiBaHME NUMNETKM OT KIeTKu (puc. 1-50 E), npnyem giga
seal He MeHseTcs. B 3TOM cnyyae Ha nuneTke HaxoguTcs Nyilb oparmeHT
MeMbBpaHbl (patch), BHYTPEHHASA CTOPOHA KOTOPOW CMOTPUT B OMbIBaOLLMIA
pacTBop Nepdy3noHHOM KaMepbl, 8 BHELUHASA KOHTaKTUPYET C COAePXUMbIM
nuneTkn (puc. 1-50 XX). [laHHY0 KOHUrypaumo npuMeHsoT 458 ndy4yeHns
BKNaga coeHEeHNN LMTonnasmMbl B KaHarNbHY akTUBHOCTb.

KoHpurypauus cell-attached nossonseTr cqoopmMmpoBaTth U N3yyaTb BE3UKYITY.
[nsa ee obpaszoBaHNa NMNETKY NABHO U MEANEHHO OTTAMMBAIOT OT KINETKU
(puc. 1-50 3). OTTArMBaHME NUNETKN OT KNETKM 3acTaBnseT MmeMmbpaHy
pacTarmBaTbCA 4O TEX NOp, MOKa OHA He OTAENUTCH OT KIETKU U He COLUbEeTCS,
obpasoas Beaukyny (puc. 1-50 U). MNpu nomowm ganbHeNLENR 3KCNo3nLmnm
NUNETKM B BO34YXe MOXHO Nony4nTb KOHdUrypauminside-out patch

(pnc. 1-50 K, ).

\W Puc. 1-50. MeTop patch-clamp 1 ero koHdurypaumm

KOHDUIypauua



CpaBHeHue meTogoB
Ha pucyHke 1-51 nokasaHbl MmyukpoanekTpog (puc. 1-51 A1) n patch-nunemka (puc. 1-51 b1) 1 npogeMoHCTpUpoBaHbl MX OCHOBHbIE OTNMYKA. Bo-nepBbix, TeXHUYecKas
nogaepkka merofa patch-clamp no3BonaeT nccnenoBaTh KMETKU Kak B pexnme domkcalmm Toka, Tak 1 B pexxmme domkcaumm noteHumnana. Bo-BTopbix,

metop patch-clamp no3BonseT n3ydaTb Menkue Knetkn 6e3 cyLecTBeHHOro NoBpexaeHns nx MeMbpaHr, Torga Kak gaxe oanH MUKPOINeEKTPoA, a Tem bonee ABa CyLLEeCTBEHHO
nospexgatotT MmembpaHy. [lanee conpoTuBEeHNe yTedkn «MUKpOoanek- Tpoa-membpaHa» He npesbiwaeT 500 MOwMm, a npu ncnone3oBaHun metoaa patch-clamp v

COOTBETCTBEHHO patch-nunemku - 6onee 10 FOM, 4TO CyLLIECTBEHHO BNUSIET HA KAYECTBO perncTpauun. HakoHel, MUKpO3NeKkTpoabl UMEKT conpoTuenenune, gocturatowee 100
MOwm, a patch-nunemxu- ot 2 go 10 MOwm, 4TO NO3BONSAET HE TONMbKO KAYECTBEHHO PErMCTPUPOBATL NOTEHLMArbl U TOKU KIETKW, HO U BBOAUTL B KNeTkn 6e3 ocobbix npobrnem
nobble coeguHEHUS.

Ha pucyHke nokasaH npyHumn domkcaumm Toka, unu current clamp (puc. 1-51 A2), a Takke npuHumMn domkcauumn noteHumana, unm voltage clamp(pwuc. 1-51 B2).

MprmeHnTENBHO K PUCYHKY (prc. 1-51 A2) nunuaHbii 6ucnon MoXHO ynogobuTb KOHAEHcaTopy, ABe 06KNagku KOTOPOro HaXO4ATCsl Ha HEBOMNbLLIOM pacCTOsiHAM ApYr OT Apyra, u
npv nogaye Toka ogHa obknazka 3apshkaeTcs NoNoXUTenbHO, a Apyras - otpuuaTenbHO.

WTak, ecnu mMbl nofaem Ha membpaHy Tok (puc. 1-51 A3), To ero npotekaHve Yepe3 R - onucbiBaeTcs 3akoHoM Oma:

[= \ (1.23)
roe V- noteHuman Ha R . dv =
MNpoTekaHne Toka Yepe3 eMKOCTb MOXHO paccyuTaTb cregyolmm obpasom: [=C, — (1.24)
it L
Takum o6pasom, 4ns o6LLero Toka, TEKYLLEro B Nokoe Yepe3 MeMOpaHy, nonyyaem: __Y o G 02
m R m dt i

EmKOCTHOII KOMMOHEHT MeMbpaHbl C - 06yCrOBNEH UCKIHOYATENBHO NUMUAHBIM GUCIIOEM, & PE3UCTMBHLIN KOMMOHEHT R - Genkamu, 06pasyioLmMm UOHHbIE KaHarbl v
BCTPOEHHbBIMW B NMUNNOHbIA GUCnon.
Ecnu nogatb Ha MembpaHy npsiMoyronbHbIN UMMYIbC 3NEKTPUYECKOTOo TOKa, KpUBasi N3MeHeHus noteHunana byaet onpegensateca R xC
MpumeHnTensHo K puc. 1-51 b2 MoxHO domkcupoBaTb NOTEHLUMAN N pa3peLlnTb TeYb TOKY.
Ecnu BHe3anHo MeHsTb HanpsikeHWe OT MCXOAHOrO 3HaYeHUst 40 HOBOTO (B BUAE NPSIMOYTOfbHOMo nMnynbcea; puc. 1-51 B3), To BbICTPO NPOXOASLLMIA EMKOCTHOW TOK (/) Te4eT no
TOMY e NpUHUMNY, Kak 3apsiabl TEKYT HA KOHAeHcaTop. /. MakcumarneH B Havane npsiMoyronbHOro UMNyrbCca, Koraa 3apsf Ha KoHaeHcaTop TedeT Havboree GbICTpo, U 3aTem
YMEHBLLAETCS MO KCMOHEHTE C NOCTOsIHHOM BpemeHn RC. Ecnu BHE3anHO YMEHbLUWTb HanpsikeHWe [0 ero UCXOAHOTO 3HaYeHws, | Te4eT B NPOTUBOMOMNOXHOM HanpasreHnu, no
CPaBHEHMIO C PErMcTpupyeMbiM B Hauane nvnynbca. Takum obpasom, I NosBriseTcs B BUAE KOPOTKMX NUKOB B HA4arne v B KOHLE NPsiMOYroribHOro nMnysbca. MameHeHue 3Haka
HanpsXXeHnst 06bACHAETCA U3MEHEHMEM HanpaBrieHNa ToKa B MOMEHT ero NpekpalleHuns:, T.e. CHayana NnponCXoauT 3apsid, a 3aTeM pa3psii EMKOCTU, YTO CBA3AHO C M3MEHEHNEM
Ha NPOTMBOMONOXHOE HanpaeBneHne ToKa B Lenu.
Wtak, ecnn V. nogaepxusath NOCTOSHHbIM, TO | GyAeT Te4Yb TONMbKO O4EHb KOPOTKOE BPEMS, MNKLLb B CaMbli MOMEHT CABMra MEMOPaHHOro noTeHumana 40 HOBOrO 3HaYeHus.
3aTteMm 3TOT TOK NpeKpaTuTCs, NOCKOmbKy BenuumHa dV. /dt (ckopocTb 13MeHeHUst MembpaHHoro noteHumnana) 6yaet pasHa Hynto. MNpy 3ToM MEMOPaHHbI TOK CTaHOBUTCS
NPOCTOW byHKLMEN MeMBpaHHoO NPoBOAMMOCTH (g, ) 1 HanpsbkeHus (V. ): _

[ =g dV_ (1.26)

m em
Tok, KOTOPLIN SOMKEH NogaBaTbCa yemnutenem obpaTtHoM CBS3M ANns Nogaep)kaHus 3agaHHON BENNYMHbI MEMBPAHHOIrO NoTeHunana, B TOMHOCTM paBeH
obwemy membpaHHOMY TOKY, MpoTeKaroLweMy Npy JaHHOM MeMOpaHHOM NMoTeHuuane Yyepes y4acTok MeMOpaHbl, Ha KOTOPOM HanpsbkeHne OUKCUPOBAHO.
OTW TOKM NO3BOSIAIOT OLEHNBaTb M3MEHEHUsI 06LLEe MIOHHOW MPOBOAMMOCTH (a OTCIoAa U cneunguyecknx NOHHbLIX NPOBOAUMOCTEN), Bbl3blBaeMble
Nn3MeHeHunem MeMGpaHHOFO noTeHuwnana.
B uenom, metog 6bin OCHOBaAH Ha TOM, YTO B U3BECTHOM BbIpaXKeHUN

dvm
lm: li T Cm_ (1.27)
dt
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NNOHHbIE TOKWU

* Pesynesrat npyumeHeHua metoga oMkcaunuy noteHunana npegcrasneHd Ha puc. 1-52 A. Ha
MeMbpaHe nogaepxmBaeTca onpeaerneHHbln noteHunan (holding potential), paBHbI, Hanpumep,
-60 MB. Ecnu ¢ nomoLLbio NPAMOYrofibHOro MMMyJibca 3NeKTPUYECKOro Toka CMECTUTh
MeMObpaHHbIN NoTeHuman (genorspnsoBaTtb MeMbpaHy) go 0 MB, To B 3apernctpypoBaHHOM TOKe
MOXHO pas3nnynTb TPU oTaenbHble oasbl. BHavane HabniogaeTca Tak Ha3biBaeMbli EMKOCTHOW
TOK, T.€. MTHOBEHHbIW MWK TOKa (BblAENeH 3eneHblM LIBETOM), HarnpaBneHHOro Hapy»Ky, KOTopbIi
obycnosrieH pa3pagom MmeMdpaHHON eMKoCTU. [ocKorbKy OHa oka3biBaeTCs NONMHOCTLIO
Basp;m(eHHom, nocnenyoLwmni TOK onpeaensoT NoHbI, NPoxoasLLne Yepes MOHHbIE KaHarbl.

Topasi hasa npeacrasndeT coboun TOK, HanpaBliEHHbIN BHYTPb KNETKN (BXOOAALWMN TOK lin), T.e.
BXO[ KaTMOHOB B LIUTO30r1b Yepes3 NOHHbIE KaHarbl MeMOpaHbl. 3Ta pa3da OTHOCUTENBbHO
KpaTKOBpPEMEHHA U NepexoanT B TPETbIO dpasy TOKa, KOTOPbIN TEYET N3 KIETKU (BbIXOOALLMN TOK
lout) 4O TeX NOP, NOKa UMNYNbC AMEKTPUYECKOro TOKa NogaepKuBaeT genonspmnsaunto memopaHoi.

« Ecnn membpaHa pesko genonspusoBaHa (puc. 1-52 b), 06N NOHHBIW TOK (T.€. TEKYLLUK nocne
MOYTU MIHOBEHHOrO pa3psiia eMKOCTM) COCTOUT U3 ABYX pas - BXOASLLEro 1 BbIXOASLLEro TOKOB
(cuHAA kpuBag). [ocKkonNbKy MOHHBLIN TOK onpeaenseTca noHamu Na+ K+ 1 3aaBucuT ot nx
KOHLIEHTpaUum, TO, N3MEHSAA KOHLEHTpaUUIo 3TUX MOHOB, €r0 MOXXHO pasfennTb Ha KOMMOHEHTHI.
Bbino ycTaHOBIIEHO, YTO ecnu BCce MOHbI Na+, Haxo4gLmMecs Bo BHELLHEN Cpeae, 3aMEHUTb Ha
XOJIMH, KOTOPbIN HE NPOXOANT Yepe3 MeMbpaHy, TO BXOAALWMN TOK ByaeT OTCYTCTBOBaATb 5
(KopnyHeBas KpVIBaFIE CnepnoBaTernbHO, OH 00ycnosneH noHamu Na+. B aTom crnyyae Bbixogswmn
TOK npunucbiBanu noHam K+. CHavana noHbl Na+ ABMXKYTCS NO KOHLUEHTPAUMOHHOMY rpagueHTy,
cosgasast Bxogawmmn Tok. OgHako aTa KOMMNoHeHTa BbICTPO YMEHbLLUAETCS U CMEHSAETCH
BbIXOOAALWMM K+-TOKOM.
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Puc. 1-52. NoHHbIe TOKM,
3aperucTpupoBaHHblie MeToaoM chukcauum
norteHuuana.

A - TOK, NpoTeKatowmmn Yepes membpaHy (cuHss
KpuBasi) Nnpu cmeLleHnn noteHunana go 0 mB
OTHOCUTESNBLHO NoaaepXXMBaemMoro noteHumana,
paBHoro -60 mB (nogaepxuBaembin u
CTUMYNUPYIOLWMIA TOK BblAESNEH KPACHbIM
LiIBETOM).

b - pasgeneHve membpaHHoro Toka (I ) Ha
KanneBylo N HAaTPUEBYHO KOMMOHEHTLI: 1 - akCOH
HaxoauTcsl B n3nonorm4eckom pacrteope, | =
INa + IK; 2 - HaTpUKX 3aMEHEH Ha XOmnuH, [ = IK; 3 -
pas3HocTb mexay 1n 2, [ = INa. OTKNOHeHune
KPUBOW BHM3 COOTBETCTBYET BXOASLLEMY TOKY, a
BBEPX COOTBETCTBYET BbIXOAALLEMY TOKY.

[MoonepxnBaemMbin NOTEHUMaNn MemopaHsbl
KIETKN N ero cMmelleHmne obo3HavyeHbl KpacHom
KpUBOW



Peructpauus MOHHbIX TOKOB METOAO0OM
domkcauum noteHumana

* Ha pucyHke 1-53 A npegcTaBsreH NpUHLMN perucTpauumn Toka npu pykcaumm noteHumana Ha krnetke. MembpaHHbIn noTeHmarn
PErnCTPUpPYyeTCS MUKPOINEKTPOAOM U NOAAETCH Ha yeUnuternb HanpskeHns. C NOMOLLbIO ArEKTPOHHOW CXeMbl C 06paTHOM CBA3bIO Ero
MOXHO AnnTenbHOe BpeMsi (pukcupoBaThb (M nogaepXusaTtb) Ha NtoBOM YpoBHE I'IP/TeM NponyCKaHWs TOKa Yepes BTOPOMU
MUWKPO3IEeKTPO, MO3TOMY 3TOT NOTeHLMarn Takke HasbiBaloT nogaepxusaemsim (holding potential). MNpn nomowm reHepatopa 5
MPAMOYrOnbHbIX UMNYILCOB ANEKTPUYECKOro ToKa Ha MeMbpaHe nogaepXnBaemMblii NOTEHLMAN MOXHO CMeLLaThb 40 HEKOTOPOW HOBOW
BENMUYMHbI N YAEPXUBATb Ha 3TOM YPOBHE TakXKe C MOMOLLbIO 3NIEKTPOHHOW CXeMbl C 00paTHOM CBA3bI0. TOK, NpOoTeKatLWnin Yepes aToT
y4acTOK MeMOpaHbl Npu nogaepXxmnBaeMom noTeHumane uiv nog BNUsHMEM NPUNoXXeHHOro HanpsXXeHusi, U3aMepsatoT OTAENbHbIM
ycunurtenem.

» Ha pucyHke 1-53 b nokasaHbl NpUMepbl percTpauumn Npyu TUNMYHbLIX 3KCNepuMeHTax ¢ doukcaumnen notTeHumana y ooumTa, B KOTOpbIN
3KCNPEeCCMpOoBaHbl NoTeHUManynpasnsemMble Na+-kaHanbl. B 3TUx akcnepuMeHTax noTeHuman nogaepxmBaeTcs Ha ypoBHe -80 mB. B
NepBOW YaCTK 3KCNEPMMEHTOB TECTUPYLOLLAs CTyNeHbKa AnnHOM 10 MC CMeLL.aeT noTeHuuan oT -80 Ao -120 MB 1 BHOBb BO3BpalLLlaeT ero
Kk -80 MB. B aToM criy4ae permcTpupyroT TONbKO KOPOTKME EMKOCTHbIE MUKW B Ha4arne 1 B KOHLIEe NPSIMOYTofIbHOro UMMyribca.

NMPOMEXYTKE MEXAY €MKOCTHbIMU

* MNUKamu, T.e. Ha POHE CaMOoN CTYNEHbKN, HE PErMCTPUPYIOTCS HUKaKne apyrue Toku. Bo BTOpow YacTy 3kCnepMMEHTOB TECTMPYOLLAS
CTyneHbKa ANMHOW 10 MC cMeLLaeT noTeHuman oT -80 MB o -40 MB 1 BHOBb Bo3BpaLLaeT ero k -80 MB. B 3TOM criydae B NpoMeXyTKe
MEXAY eMKOCTHbIMU NKaMM, T.e. Ha (DOHe camoli CTYNeHbKKW, PErMCTPUPYETCS BXOASLWMNIA TOK. TOT MOHHBIN TOK, MpOoTeKalLwmin Yepes
9KCMPECCMPOBaHHbIE B OOUUT NoTeHUManynpaenseMble Ne+-kaHanbl. YaCTo 3TOT TOK Ha3blBatOT MaKpOCKOMUYECKUM, MOCKOIbKY OH
npoTekaeT Yepes 6onbLUY0 NONYNSAUU0 KAHANOB B LIENOW KNETKe.

+ [Ing noHMMaHma mexaHnama ygobHO paccMOTpeThb 3rNeKTPUYECKyo Mmodenb akcoHa. Ha pucyHke 1-53 B conpoTtueneHue r npegcrasnset
cobow conpoTnBneHE OCEBOIO ANEKTPOAA, CBA3bIBAOLLIErO pa3Hble y4acTku MmembpaHsbl. [peanonoxmm, 4To Moaenmpyemblii akCoH
HaxoguTca B 605bLLIOM 00beMe pacTBOpa, Tak YTO HapYyXHAdA XXMAKOCTb IKBUMOTEHLMANbHA U Ha cxeMe MOXET ObITb NpeacTaBneHa
npoBoAHMKOM 6e3 conpoTuBneHns. Ha pucyHke nokasaH oguH aneMeHT MembpaHbl, a cnegyeT npegctasuTb cebe 6onbLIOe Yncno
aHanornm4YHbIX aNEeMEHTOB, CBSA3aHHbIX MeXy cobor n obpasyroLmx HenpepbiBHbIN Kabenb. KaXabin 3eMeHT COAEPXKNT EMKOCTb
mMembpaHbl C, kanuesyto 1 HaTpueByto 6aTapeun Ek n ENa n conpotmeneHust RK n RNa. ConpoTtmueneHue ytedku Rl n 6atapes El BBeaeHb!
AN ydeTa ABUKEHMS MOHOB, NPOXOASALLMX NO KaHanam, KOTopble He U3MEHSAIOTCSA BO BPEMS akTUBHOCTW. O4HAKO TOK YTEYKN Marn, U B
nepBoM NPUBNMXEHNN Er0 MOXXHO HE NMPUHMMATL BO BHUMaHMe.
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Puc. 1-53. [IByXaneKTpoaHbIU
meToa oukcaumm noteHumana.
A - cxema onbiTa.

b - peructpupyemolie TOkM Ha OOHE
rmnepnonapusaunm u
aenonsipusayun.

B - akBMBaneHTHasa anekTpunyeckas
cxema arnemeHTa Bo3dygmmon
MeMbpaHbl akCOHa.

O6o3HaveHus:

I - CONPOTUBIIEHME OCEBOIO
aneKkTpoaa, BBEAEHHOIO B aKCOH;
C - eMKOCTb MeMBpaH®I;

VK - kanueBagq bartapes;

R, - conpoTtuBneHue K+-kaHana;
VK - HaTpueBas bartapes;

Na

RN - conpotueneHmne Na*-kaHana;

R, - conpoTunBrieHne yTeuKy;
\/,/ baTapeq yTeuku



Na+- u K+- npoBOANMOCTb

3Has BEIMMYMHY KanmeBoro 1 HaTpneBoro Toka, HETPyaHO OUEHUTb NPOBOAUMOCTb MeM6paHbI AnAa KaXXaoro noHa. I'IpV| noanoporoBbiX 3Ha4YeHUAX aenonAapusaumm
BbIXOOSALLMIA KANNEBbLIN TOK 60nblLie BXOAALLIErO HaTpPWUEBOIO, YTO NPENATCTBYET AOCTUXEHUIO MeM6paHHbIM noTeHumnanom nopora.

Kak Tonbko BxoasaLmii Na+-Tok XoTs Obl crierka npeBbICUT BbIXoaALLMA K+-TOK, MEMOpaHHbIN NoTeHUuan HensbexxHo Ha4YHeT CMeLLaTbCs pereHepaTuBHbIM
0bpas3om B CTOPOHY ENa .

3Hasi BeNnn4nHY KanvMeBoro 1 HaTPMEBOIO TOKa, MOXHO OLEHWUTb MPOBOANMOCTb MeMOGpaHb! A5 Kaxaoro noHa. Ha pycyHke 1-54 A nokasaHbl USMEHEHUS!
NPOBOAUMOCTW, Bbi3BaHHbIE GbICTPLIM CMELLEHWEM NOTEHLMAaNa BHyTPU BONokHa A0 0 MB OTHOCMTENBHO NoadepXXMBaeMoro noTeHumarna, paBHoro -56 MB.

MellleHMe MeMbpaHHOro noTeHumMana ao Hyns 3KBUBaneHTHO KOPOTKOMY 3aMblkaHUo MeMbpaHbl. B aTom cny4dae koHaeHcaTop C cpasy paspsikaeTcsi, U C 3Toro
MOMeEHTa TOK CO3[atoT TONbKO MOHbI, MPOXOASLLME NO KaHanam, UMerLLIMM conpoTueneHne RNa URK.

HatpueBas npoBoaumocTh (gNa) B OTBET Ha CMeLLeHe MeMOpaHHOro NoTeHLMana OTHOCUTENbHO NoAAEPKMBAEMOro NoTEeHLMana M3MeHsieTcsl OT KpalHe HU3KOM
BENMYMHBI M ObICTPO HapacTaeT, a 3aTeM 3KCMOHEHLMaNbHO YMeHbLUIAeTCsl. ATO SKCNOHeHUManbHoe yMeHbLleHne gNa MOXeT ObITb ObICTPbIM U MEANEHHBIM, YTO
onpenensieTcs ANMTENbHOCTbLIO CTYNEHbKN Aenonsipusauun. Ecnv cMmellgHne noteHumana oTHOCUTENBHO NOAAEPKMBAEMOro NoTeHumarna (Hanpumep,
moTeHUmana nokosi) 6bino KpaTKoBPEMEHHbIM (Kak 3TO NMoKa3aHO KpacHOW MYHKTUPHOW NUHNER; puc. 1-54 A, kpacHasi KpyBasi, UMNynbC 1), 1 NoTeHuman nokos obin
GbICTPO BOCcCTaHOBMNEH, gNa ObICTPO BO3BpaLLaeTCsi K COCTOSIHMIO NMOKOS (MyHKTUPHas KpacHas kKpueas). Ecriv cpasy e nogaTtb BTOPOW aHanornyHbIi UMNynbsC,
BbI3bIBaIOLLMIA CMELLEHME NOTEHLMAna OTHOCUTENbHO NOAAEPXKMBAEMOrO NOTEHLManNa, To 3To Takke Bbl3blBAaET aHanornyHoe ysenuyeHme gNa. Ecnm xe
Aenonsapu3auns NpoaormkuTensHa (puc. 1-54 A, kpacHas KpyuBasi, UMMynbsC 2 unu 3), gNa 6bICT%O yBenu4mBaeTcs, HO yMeHbLLaeTcs bonee MeaneHHo (puc. 1-54 A,
CnnoLLHas KpuBasi) BcrieacTeme npoLecca, Ha3blBaeMoro MHakT1Bauyie. B aTom cnyyae, 4ToObl BTOPOM MMMNYNbC NOCHEe MHAKTUBaLUM HAaTPUEBbLIX KaHanoB Mor
CHOBa BbI3BaTb N3MEHEHWE NPOHNLIAEMOCTH AN HAaTPUsi, MeEMOpaHa B TEYEHNE HECKOMNBbKMX MUNMUCEKYH A0 HAHECEHMWS! 3TOr0 MMMNYNbCa AOMKHA ObITh
penonsipusoBaHa. YTo e kacaeTcs Kanmeson NpoBoAMMOCTU (gK), TO BO BCSIKOM CrlyYae B akCOHe Karnbmapa He 06Hapy)KeHO MHAKTUBaLMK, U BbicoKas gK
COXpaHsieTcs BCe BpeMsi, moka MmembpaHa genonsipu3oBaHa. Tak, ecriv cMeLleHre rnoTeHumana oTHoOCUTENbHO NOAAEPKMBAEMOro noTeHumana b0 He 04eHb
AnvTenbHbIM (pyc. 1-54 A, kpacHas KpyBasi, UMNyrbC 2), BbICOKasi gk coxpaHsieTcsl 4O BO3BpaLLeHWsi MoTeHuMana kK noaaepxnsaemomy I'IOTeHLl,VIaJ'IX (puc. 1-54 A,
NYHKTUPHas KOpUYHeBas kpheasi). Ecnu xxe cMellieHne noTeHumMana oTHOCUTENbHO NoaAEePKMBAaeMOro noTeHumnana obino gnuTensHbiM (puc. 1-54 A, kpacHasi
KpuBasi, UMNyrnbe 3), BbiICOKas gk coxpaHsieTcsi Bce BpeMsi, Noka MeMbpaHa AenonsipuaoBaHa (puc. 1-54 A, cnnoliHas kopuyHeBas kKpueasi).

Kanuesas npoBoamMmMocTb (gK) HapacTaeT oT HebOorbLLIOW, HO BMOSHE OnpeaeneHHon BENNYNHBLL. ATO U3MEHEHNE HaunMHaeTcs He cpady. Kpueasi yBenuyeHms gk
nveet S-obpasHyo hopmy, 1 NPOBOAMMOCTL BbIXOAUT HA NOCTOSAHHbLIV YPOBEHb Yepes 5-6 Mc. 3aAepXaHHbln cABUT gKaocTuraeT MakCumyma, 1 3To HaumHaeT
BO3BpaLLaTb MeMBpaHHbIV NOTeHUMan K ypoBHIO n0TeHgmana MOKOSI (a'YacTo caBuraeT ero 1 HECKONbKO Aarblue 3TOro YPOBHS). K%ome TOro, NPUXOANT B AENCTBUE
APYrov He3aBUCUMbIV MeXaHn3M: genonspusaums MembpaHbl Bbi3bIBAET TakKe (C 3a4epKKOW) MHaKTUBaLUMIo gNa, 4TO TOXe CnocOBCTBYET BO3BPALLEHMIO
MeMOBpaHHOro noTeHLmarna K ypoBHI0 NoTeHuuana nokos.

Takvum obpa3om, genonsapusauns rmMraHTCKOro akCcoHa kanbmapa 3anyckaeT Tpu npouecca:

BbIcTpoe HapacTaHue gNa;

* 3a[lep>XxaHHOe HapacTaHue Kanmeson NPoOBOANMOCTM, KOTOPas He MHAKTUBUPYETCS (HO BbIKMOYaETCA Npy penonspusauumn memobpaHbl);

* 3a/lepXXaHHyt0 nHakTuBauuio gNa (puc. 1-54 A, bB).

PaccunTtaHHble 3HaveHns noTeHumana genctaums (AJ1. XomxkknH n A.®. Xakcnu) 6biniv NOXOXKU Ha 3aperncTpupoBaHHbIN NoTeHUnan 4encTeuns (puc. 1-54 B).
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Puc. 1-54. HaTtpueBas u KkanueBas
NpPoBOOAMMOCTU U TeopeTUYeckas
PEKOHCTPYKUMA NoTeHunana 4emMcTBus.
A - N3MEHeHUsi BO BpEMEHM g, 1 g, NpU
aoenonsipusauum Ha 56 mB, T.e. ot
noagepXuBaemoro rnoteHuuana, paBHoro
-56 mB, go 0 mB.

[ToooepxnBaemMeslin NOTEHUKMAN MembpaHbl
KNETKN N ero cMmeLleHmne obo3Ha4vyeHbl
KpacHow kpueow, g,,. 1 g, - bopaoson un
KOPUYHEBLIMU KPMBBLIMU COOTBETCTBEHHO.
CnnowHbIMU IMHUAMN 0DO3HAYEHbI
NPOAOIMKNUTENBHAA Aenonsapusauns n
N3MeHeHus g, . 1 g, B 3TOM criyyae;
NYHKTUPHBIMU NTIMHUAMW MOKa3aHb!
n3MeHeHus g, . 1 g, B OTBET Ha Oornee
KOpOTKUE CTyNeHu Aenonsipusaumm g, 1

Ok

b - paccunTaHHble U3MEHeHNsA g, 1 g, N
pa3BUTUM NoTeHumana gencrema (V). é
CpaBHEHME pacCYMTaHHOro noTeHumana
nenctena (B1) c pearnbHbIM NoTEHUMANIOM
OEeNCTBUSA, 3aperncTpmMpoBaHHbIM B
MraHTCKOM akcoHe Karibmapa (B2).
PaccuutaHHasa CKOPOCTb NPOBEAEHNA



ToKM Npu pa3HbIX CTyNeHbKax
noTeHumana

« PaccMoTpum oTBET MeMDPaHbI KINETKM Ha CTyneH4YaToe CMeLLeHne MembpaHHOro noTeHumana OTHOCUTENbHO
nogaepKMBaemMoro noteHumana (noteHumaria nokos). Mycts MeMGpaHHbI NOTeHLMan NOAAEPKUBAETCA HA BENUYMHE
-60 MB, paBHOW BeNnYnHE NoTeHLmana nokos KneTku. B 3Tom cnyvyae Mbl He 3aperncTpmpyem Hu BXOASILLETO, HY
BbIXOASALLEro TOKa, 1 Npubop, permcTpupytoLnii Tok, byaet noka3bliBaTb HYNEBYO NUHMIO. Tenepb CTyneH4aTo
CMEeCTUM NoaaepXuBaemblv oTeHuuan Ha 20 MB B cTopoHy aenonsipusaumm (puc. 1-55 A - BepxHuii gparmeHT). Ha
npubope, perncTpupyoLem TEKYLLMN Yepe3 MembpaHy TOK, MOXHO DyaeT yBMAETb OCLUNNALMIO HYNEBOMW NNHUN,
BKIIOYAIOLLY0 OTKINOHEHWe ToKa B OTpuLaTernibHOe HarnpasneHue (T.e. BXO4ALWUiA TOK) M nocnegytoLlliee OTKNOHEHNE B
MOMNOXUTENBHOM (T.€. BbIXOAALLMI TOK) (puc. 1-55 b - BerHMM_Ic_pparl\neHT). [HAKO W BXOASALLMN, N BIXOOSALLMIA TOKN
npv NogobHOM CMeLLLeHUM MeMOpPaHHOro NoTeHUMana Manbl. Tenepb CTyneH4YaTo CMeCcTUM Noaaep>KMBaemblii
noTeHuunan Ha 40 mB B cTopoHy Aenonsipusaumun. Ha npubope MoxHo 6yaeT BUAETL YBENUYEHNE aMMIIUTY,
BXOASILLIErO 1 BbixoasLero TokoB. CMecTum noaaepkmBaeMbiid noteHuman Ha 60 MB, T.e. 1o 0 MB. Ha npn6ope mbl
YBUONM MaKcUmarnbHOe yBENUYEHNE aMnnmTyabl BXOOSALLETO U BbIXOASALLETNO TOKOB. [Tpn Bonee BLICOKMX BENMYMHAX
Lenonspusaumnmn BXOASALLIMIA TOK CTAHOBUTCA MEHbLUE U NPU CMeLLIeH membpaHHoro noteHumana ot 110 o 120 mB,
cOBuWratoLLen noteHumnan memopaHbl B 30Hy OT +50 A0 +60 MB, obpallaetcs B Hynb (40 noTeHumana pesepcun). Ecnu
cMeLLleHne noTeHumana 6yaeT ewwe 6onbLie (Ha 160 MB), BXoOSALWMA TOK MUBMEHUT 3HaK 1 ByaeT Tedb Hapyxy.
BbIxoasiLLmii TOK C yBennyeHneM CTyrneHek BegeT cebs NpoTnBononoXHbIM 06pa3oM: No Mepe Toro Kak MembpaHa Bce
bonblle Oenonsipu3yeTcsi, OH yBENUYMBAETCS. BbIXOAALLINA TOK YMEHbLLAETCS TONbKO Torga, Koraa MemMOpaHHbIN
MOTEeHUMan N3MeHSIETCS B CTOPOHY rmnepnonﬂ%msaumm (Nocne Toro kak BHa4yarne oH ObIn ObICTPO CABUHYT B CTOPOHY
ﬁenompmsaumm CTyneHbKow nopsiaka 84 mB). MoTeHuman pesepcum gnﬂ BbIXOASLLEro TOKa paBeH 0Korsio -80 MB.

3MEHEHS BXOASLLIErO U BbIXOASALLEro TOKOB B 3aBMCUMOCTW OT MEMOpPaHHOro NoTeHUmMana ferko npeacTaBuTb B
BUAe BONbTaMMNEPHbIX XapakTepucTuk (puc. 1-55 B). Ha aTux rpadpmkax nukmn BxoasiLLero Toka 1 ycTaHoBUBLUMECS
3HaYeHUs BbIXOASLLEro OTKNaablBatoTCa No OCK abcUMCC Kak OYHKLMM CMeLLeHNS MeMBpaHHOro noTeHumMana
OTHOCUTENBHO NOAAEPKMBAEMOro NoTeHunana. Kak BuaHo 13 Takmx rpadmkoB, AENONSPU3YoLLNE CTYNEHbKM
aKTUBMPYHOT KaK BXOASILMIA, TaK U BbIXOAALLMIA TOKU. BHavane ¢ ysennueHnem aenonsapu3aaiimm oba Toka
yBBenVleBaroch no amnnuTyae. 3aTtem BXOASALLMIA TOK YMEHbLLAETCS 1 Npu AenonspusyroLmnx cTyneHbkax 6onee 110
MB MeHsieT 3HaK.

« Bxogswmi Tok 06bsICHAETCS TEM, YTO B pe3ynbraTte yBennyeHusi gNa, Bbi3bIBaeMOro aenonsipusaumen, MoHbl Na+
YyCTPEMMATCHA BHYTPb KNETKU. Micxoaa n3 yBennveHust gNa, 3TOT TOK NpekpallaeTcs npu +55 MB - noteHumnane
paBHoBecus HepHcta ansa Na+ (ENa). Mpu ENa cuna, obycnosneHHas anekTpu4eckum noTeHUManom, paBHa no
BENMYMHE 1 NPOTMBOMOIIOXHA NO HaNpaBneHWIo cune, co3gaBaemMon rpagueHToOM KOHLEHTPpaLmMK, Tak YUTO CyMMapHOro
HaTpMeBOoro Toka HeT. [Npu ewwle 6onbluen genonapunsauumn nepeas U3 3TUX CUN CTaHOBUTCA BOnbLUe BTOPOW, U MOHbI
Na+ Ha4uMHalT BbIXOOAUTb U3 KNETKM HAPY>XKy, TEM CaMbiM U3MEHSS HanpasreHne Toka. [Nogo6HbIM 00pa3om

0CODEHHOCTM BbIXOASILLIErO TOKa ONPedEnsitoTC TeM, YTO ero HocuTensaMm cnyxat noHbl K+. [No mepe aenonspusaumm
I\llpl\llﬁhﬂl-ll-.l CIAMAKIL QAQNAarThizdudacrornD nona cocrnanaaliimfeca \/nannwaT k. |'(-I- RL\A\/THhiIA FINATVIA \/MALLIIIAOAOTCGA NnMoi/aRONA vo RO
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Puc. 1-55. ®ukcauma noreHumana Ha
rMraHTCKOM aKCOHe Kanbmapa.

A - cMeLLeHnss MeMbpaHHOro noTeHumMana Bo
BPEMEHWN OTHOCUTENbHO NOAAEPXKMBAEMOrO
noTeHyuana.

b - Tok yepe3 membpaHny, permcTpmpyemMbin
OOHOBPEMEHHO CO CMELLEHMEM NOTEHUMana.
[Toka3aHbl TOSIbKO CMELLEHMA NoTeHUMana B
NOMOXNUTENBbHY 06NacTb OT YPOBHS
nogaepXmMBaemoro noteHuuana, pasHoro -60
MB (Hanpumep, noTeHuMana nokos).

B - BonbTamnepHble XxapakTepUCTUKN,
Nony4YeHHble B pe3ynbraTte 3KCNEPUMEHTOB C
donkcauneun noteHumana.

Mo ocn abecumce - cmeleHnss MemMopaHHOro
noTeHumnana OTHOCUTENbLHO NOAAEPXKNBAEMOTIO
noTeHuuana (B AaHHOM cny4vae noteHuuana
NoKos);

MO OCK OpAMHaT - nameHeHnsa Bxoaswero Na*-
TOoKa (domonetoBas Kpueasi) u BbixoasLlero K*-



OcHoBHble brnokaTtopbl Na+- U K+-TokoB TTX
TOA

» OKCNEepMMEHTbI C 3aMEHON MOHOB M MONYyYeHHble pedynsTaTtbl TpeboBann He3aBUCUMbIX UCCIe40BaHNN
C CENneKTUBHbIM BIOKMPOBaAHNEM Pa3NNYHbIX MOHHbLIX KaHaroB. 3TN NOUCKU YBEHYANUCL YCNEXOM, U
CXO[Hble KpuBble ObINKY NOoMnyYeHsbl, Korga BMECTO 3aMeHbl MOHOB MPUMEHSAT BbICOKOCENEKTUBHbIE
coefvHeHus, BriokMpyoLLIMe NOHHbIE KaHarnbl. Hanpumep, npy BBeaeHUY B Nepdy3MOHHbIN pacTBop,
OKpY>XaloLLMIN KNETKY, TETPOOOTOKCHHA (TTX) - a4a ANOHCKOW pbiObl Nrnmobproxa - OH BO3AeNCTBYET
TONbKO Ha HapacTaHue gNa, nponcxoasiiee npun genonsapusaumm membpanbl. Ero addekT kpanHe
crneundunyeH. TTX He BIIMSIET Ha Kannesylo NPpOBOANMOCTb, Boree Toro, oH Aaxe He 0CODEHHO
nogasndaeT QYHKUMIO TEX HATPUEBLIX KAHANOB, KOTOPbIE AEMNCTBYIOT B NOKOSLLIENCA MEMDpaHe (a Takke
KaHaroB, akTUBMpyeMbIX MegmnaTtopamu) (puc. 1-56 A). TTX 65IOKMPYET TOSTbKO MOBbLILLEHHYO 5
npoBoAMMOCTb gNa, MOABMSAOLWYHOCA Npn Agenonspusauun. [pyroe BewecTBo - TETPa3TUIaMMOHUI
(TOA) - nogaBnsieT Kanmesyo NPOBOANUMOCTb, BO3pacTatoLLyo Npu genonsapusaummn, HO TONbKO TOraa,
Korga BBeAeHO BHYTPb akcOHa (puc. 1-56 b); oHo He BnnsieT Ha gNa.

N3bupaTtenbHoCTb encTBUA dhapMaKorormyecknx CoeanHEHn no3sonuna yCTaHoBUTb U apyrue
getanun. Hanpumep, korga BHYTPb akCOHa BBOGAT NMPOHa3y - PepPMEHT, pacLuennsaioLwmimi 6enkuy, - oHa
n3bupartenbHO HapyLaeT nHakTueauuto gNa. I'locne obpaboTkn akcoHa NpoHa3on HaTPUEBBLIN TOK
HapacTaeT 0bbl4HbLIM 06pa3om, HO NOTOM He cnagaeT: OH ocTaeTcs 60sbLNM B TEYEHWE BCEro BpeMEHM
aenonspusaumu. lNepBbin caenaHHbIN U3 3TOro BbIBO, 3aKI0Yarcs B TOM, YTO BKITHOYEHUE U 3
BbIKIo4eHMe gNa - 3TO ABa He3aBUCUMMBbIX NpoLuecca. Bropon BbIBOA OCHOBbIBArCS Ha cnefytoLlemn
O0MONHUTENbHON HOPMaLMK, U3BECTHOM Buoxmumukam. NpoHasa npeactaBnseT codbon KOMMeKe n3
11 dpepmeHTOB. [locnenoBarternbHoOe BBEAEHNE KaXaoro N3 HUX B KNETKY noka3ano, YTo K _
n3bnparenbHOMY HapyLLEeHWIO MHaKTMBaL MK gNa NpMBOAUT TOSbLKO BBEAEHWE B-LuernoyHon npoTeassl.
[lockonbKy OHa CeneKTUBHO OTLLENSIAET aprmHUH OT BENKOBOW LIEMOYKK, ObINO NOCTYNMPOBAHO, YTO
NHaKTUBALMOHHLIE BOpoTa Na+-KaHarna npeacraBnstoT co60om aprHuH.
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Puc. 1-56. U3OupaTtenbHoe GrnoknpoBaHue HaTpUeBbIX U KanMeBbIX KAHanoB €
NOMOLLLIO TETPOAOTOKCMHA U TEeTPa3TUITaMMOHMUA.

B nepBown yacTtu pucyHka npefcTaBreHbl HanNoXeHHble apyr Ha gpyra 7-9 3anuncen,
cAenaHHbIX B YCroBusaxX ukcaumm noteHumana (Ha ypoBHsix ot 30 go 150 mB) Ha ogHOM
nepexsate PaHBbe ceganuHoro Hepea narywkn. Ha sanmncax umdpamm nokasaHbl
cMeLLeHna MembpaHHOro noTeHuuana ot nogaepXXuBaemoro noteHumnana (B gaHHOM
cnyyae noteHumana nokos, paBHoOro okoso -75 mB), kpaTHble 15 MB. Bxogawium Tok
HanpasfeH BHU3, a BbIxoaswwmn BBepX. NockonbKy nnowaab MembpaHbl nepexeara, Ha
KOTOpOKW (PMKCMpPOBanu HanpsixeHne, Henb3s onpeaennTb TOYHO, YKa3aHa cuna Toka (B
HaHoamnepax), a He NNOTHOCTb ToKa.

B HWXHen yactun PUCYHKa npegctasiieHbl BOJibTaMNEPHbIE XapakKTEePUCTUKN N3MEPAEMbIX
TOKOB.

A - N"3MEHEHME TOKa BO BPEMEHM B OMbITe C 0BbLIYHBIM coneBbiM pacTsopoMm (A1) n B
NPUCYTCTBUN TETPOAOTOKCMHA (A2). TeTpOAOTOKCMH BnokMpyeT Ty YacTb obLuero
MeMbpaHHOro Toka, kotopas nepeHocutca noHamm Na+, Ho He K+, T.e. Bxoasawmm
HaTPUEBLIN TOK, OCTaBnAsa 6e3 M3MeHeHUn BbIxoaawmn kanmesbln Tok (Hille, 1976).

b - nsmeHeHne Toka BO BpEMEHU B ONbITE C HOPMaribHbIM CoreBbiM pacTsopoM (b1) n B
NpUCYTCTBUKN TeTpaaTunammoHus (b2). BrnvsHue TeTpasatnnamMmMoHns Ha TOK MOKa3blBaeT,
4YTO 3TO coeanHeHune BroKNpyeT Kanuesbln, HO He HaTpueBbin ToK. (o Hille, 1976, c
n3mMeHeHnamMmn) B - BonsTamnepHble XapakTePUCTUKM TMraHTCKOro
akcoHa Myxicola, noka3sbiBatoiume [, (6enbie kpyxeykn) u |, (6enbie TpeyronbHUKK) B
KOHTPOSbHbIX YCITOBUSIX U EMOHCTPUPYHOLLME, YTO TETPOAOTOKCUH (1 MKM)

Grokupyer /, . (YepHbIE KPYXXEUKH), HO He /, (YEpHbIE TPEYrOmnbHUKK).



Na+-TOKWU

PaccmoTpum Na+-TOKU, 3apernctpupoBaHHble MeToaoM voltage-clamp. Ha pucyHke 1-57 A
NPOAEMOHCTPUPOBaHbI Na+-TOKW, 3aperMCTpUpoBaHHbIE Y psida ANIEKTPOBO3OYANUMbIX KINETOK
Npuv pasnnyHbIX BENMUYMHAX CMEeLLEHUA MeMBpaHHOro noTeHunarna OTHOCUTESNbHO
noggepkMsaemoro noteHumnana. BennunHel nogaepxmsaemMblx NOTEHUMANOB B 3TOM cliy4ae
He NPUBOAATCA, MOCKOSIbKY OHM pasfnnyHble AN KIETOK pa3HbIX TKAHEN.

OpgHako NpMBOOATCA BENUYUHBLI CMELLEHUU MeMbpaHHOro NoTeHumana oTHOCUTENbHO
nogaepXXnBaemoro noteHumana, npy KOTopbiX BXOAALLNN Na+-TOK MakCUMareH, 1 BeNMYKnHbI,
Npun KOTOPbIX MakcuManeH MHBePTUPOBAHHbLIU Na+-TOK (T.€. TOK, U3BMEHMBLUUN CBOE
HanpaBrieHue).

Pasymeertcs, hasza genonapusaunm noteHumana AencTBnsa NeXT B TOM AnanasoHe
NMOTEHLUMANOB, NPW KOTOPbIX Na+-TOK UMEET BXxoAsiLee HanpaBneHue. Beixoasiwee
HanpaBneHme 3TOro Toka B €CTECTBEHHbIX YCIIOBUSIX HE BCTPEYaEeTCs, a NpUCyTCTBYET
TONMbKO B YCMNOBUSIX 3HAYUTENBHbBIX CMELLEeHNN MeMOPaHHOIo NOTEHLMana B 3KkCNepuMeHTe,
YTO NO3BONSIET OXapakTepM30oBaTb NPOBOAMMOCTb KaHanoB Npu BCEX BO3MOXHbIX YPOBHSIX
CMeLLeHusa noTeHumnana.

Ha pucyHke 1-57 b npeacraBneHa 3anmcb Na+- TOKOB NPy CMeLLEHUN MeEMOPaHHOIo
noTeHumana oTHOCUTENbHO BENUYUHLI NOAOEPXKMUBAEMOro noTeHumana. BennymHa
nogaepkmsaemoro noteHunana Ehp pasHa -90 mB. Ha ocHoBaHuK pesyrnsraToB
9KCNEPMMEHTOB MO NMUKOBLIM 3HAYEHUSM 1 NO CTauMOHAPHbLIM 3HA4YEHNAM TOKOB,
npeacTaBneHHbIX Ha pUcyHKe 1-57 b, 6binin NOCTpoOeHbI BOSisTaMMnepHble XapakTEPUCTUKN
(puc. 1-57 B), TunnyHele Ans Na+-TOKOB.
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Puc. 1-57. Na*-Tokn, 3apeructpupoBaHHble B
KoHdurypauun whole-cell y
3NEeKTPOBO30YyAMMbBIX KITeTOK NMpPU pa3fnyHbIX
BefIMYMHaxcMmeleHuss MeMmobpaHHoro
NOTeHUMaNnaoTHOCUTESIbHO
nogoepxuBaemMmoronoreHumana. K*-kaHansbl
ObinNn MHrMbupoeaHsbl Cs,
TeTpa3TuriaMMoHMeM unm 4-aMMHONNMPUOAUHOM.

A - Na*-Toku, 3aperncTpmpoBaHHbIe Yy pa3sHbIX
9NEeKTPOBO3DYANMbIX KITETOK.

b - Na*™-Toku, 3apernctpmpoBaHHble NpU pasHbIX
CTyneHbKax OTHOCUTENbHO NoaaepKMBaAeMOoro
noTeHumnana. BennunHa nogaepxxnsaemoro
noteHumana E, pasHa -90 mB.

BennumnHebl CTyneHeK TECTUPYLLNX
noTeHUunanoB YKa3aHbl Ha PUCYHKE.

B - BorisTamMrnepHble XxapakTepPUCTUKN,
NOCTPOEHHbIE MO NUKOBLIM 3HAYEHMAM (0) U Mo
CTauMoHapHbIM 3Ha4YeHusM (A)Na*-TokoB



AKTMBaUua n n"HakTuBaLuuns Na+-TOKOB

« KoppekTHOoe onncaHue NHakTuBaLum BXoAsLLMX TOKOB NpeacTaBnsaeT onpeaeneHHbie CNoXHOCTH,
MOCKOSbKY 3TOT NPOLECC pa3BMBAETCA BO BPEMEHMW NaparnenbHO C Pa3BUTUEM BbIXOAALLNX K+-TOKOB.
[loaToMy permcTpupyemsblii cnag Toka MOXeT OblTb HE UCTUHHBLIM, @ ONPEAENATLCS HAaNOXeHMEM Ha
BXOASALLNN TOK OJHOBPEMEHHO Pa3BUBaKOLLMXCS BbIXOAALLMX K+-TOKOB. [1NA npeaoTBpaLleHus 5
NoAobOHbIX OLLMOOK HEOBX0AMMO TLaTeNbHO 6roknpoBaTh K+-TOKWU. VX Hanuyme B Hanbonee NpocToMn
dopme MOXHO onpeaenuTb NO aMnNIUTyae BXOASALEro Toka B KOHLE JOCTAaTOMHO AJIMHHOIO MO BPEMEHMU
cTumyna. B aTom crnyyae oHa BygeT crierka npeBbIlaTh «HYNeBY» NIMHNIO (YO >0§.l 3pnecb cneayet
OTMETUTb, YTO NPEeBbILLEHNE «HYNEBOW» NMNHUN B KOHLIE CTUMYIIA MOXET TakXe OTpaXkaTb O4YeHb
MELTEHHYI0 (KOHCTaHTa BPpEMEHMW 3HAUMTENbHO OornbLUe ANMTENbHOCTU CTUMYNA) MHAKTUBALMI)
nccnegyemMoro BXoasLero Toka. MIMeHHo noaTomy BO M36eXaHMM BO3MOXKHbIX OLLUMOOK CITOXHbIN
OANHaMWYECKMI NPOLIECC MHAKTUBALMM CBOAAT K CTaLMOHapHOW (steady-state) MHaAKTUBaLMW.

« B aTOM cnyyae n3mepsioT yMeHbLLUEHNe MakcumMarbHOM BENMYMHbI TOKa, BbI3BAHHOMO TECTUPYOLLMMHU
OenonspuaylowmMmmn CTyrneHbkamm B cny4vae, ecnv nepen aTum MmeMbpaHHbIn noTeHunan onpeaeneHHoe
(OQocTaToYHO AJNTMHHOE MO CPaBHEHUIO C ANUTENBLHOCTLIO MHAKTUBALWK) BpeMA nNogaepXneanca Ha
CHWXEHHOM YypOBHe. 3aBUCUMOCTb 3TOr0 YMEHbLUEHUS OT BESIMYNHBLI NOALEPXKNBAEMOro NoTeHUnana
HOCUT S-06pa3Hyto dopmy. [Npn aTOM ANS XapakTEPUCTUKN KaHarnoB NoMMMO aMninTyabl Toka (1)
0ObI4HO paccmaTpuBaloT BEMNYNHY akTMBaumn (Va) n BeNnYMHy nHaktueaumm (Vh). ECnun cyLlHOCTb
NOCTOSAHHbIX BPpEMEHWN aKTUBaLUN U NHAKTUBaLIMMN KaHanoB AOCTAaTOYHO NOHATHA, TO BENMUYUNHBI
akTuBauuu (Va[))l/l NHaKTUBauUumn (Vh) TpebytoT NOSICHEHUS.



* Ha PUCYHKe 1-58 nokasaHbl NpuHLUMNbI CCnegoBaHNAa akTuBaumMm U UHaKTUBaL MM TOKa.

« Ha naHenu A gaHHOro pucyHka npeacTaBneHbl TECTOBbIE CUTHanbI U steady-state
akTuBaums IT. MembpaHa KneTku Oblna Ha nogaep)kMBaemMom noteHuyuane -100 vB B
TeyeHue 1 C, U TOKU BbISIBMNSANY C MOMOLLbIO AEeNONSPU3YIOLLMX LLIaroB-cTyneHek. Ha naHenu
B nokasaHa akTuBaLMOHHAA KpuBasi, Nory4YeHHas Ha OCHOBaHUN ypaBHeHUst BonbumaHa B

CNEAYIOW /1 — /[ +exp(v-y, )kl (129)

max

roe | npegcraBnsaeT cobon amnnuTyay Toka, Imax ABAgdeTca MakcMMaribHOWM aMnnuTyaon Toka, V - TECTOBbLIN
noteHuman, vo,5 - noTeHuman nonyaktmsauum nnm nHadve Va. Ha naHenun B pucyHka npeacrasneHbl TECTOBbIE
curHansbl u steady-state MHaKTUBaUMS Toka. MembpaHa KneTku bbifa Ha nogaep>XxmBaeMom NoTeHUmMane B
avanasoHe ot -110 go -45 mB B TedeHune 1 ¢, U TOKK BbISIBNANM MPY NOMOLLM AeNO0NAPM3YIOLLIMX LaroB-
cTyneHek oo -40 mB. Ha naHenu [ nokasaHa nHakTuBauMoOHHas KpuBas, NosflydeHHad Ha OCHOBaHUU

ypaBHeHunA bonbumaHa B criegytoLlen oopme: /L = L/[L + exp(V=V, /K, (1.29)
roe | npeacraensaetT cobon amnnnTyay Toka, Ima ABNSAETCA MakcuMarbHOW aMnnmMTygou Toka, V - noteHumnan,
V, 5 - MoTeHUman nonynHakTMBaLum unm nHade §/h. N B cnyyae (b), u B cniyyae (') koHCTaHTa k

npeacTaBnsieT cobon HakNoH KprUBoM (pakTop KPYTU3HbI) U

oTpaxaeT steady-state noTeHUNaN4YyBCTBUTESIbHOCTL KaHanoB Un «amnanasoH» noTeHumManos, B KOTOPOM
KaHarnbl pyHKUMOHarnbHbl. Yem bonblie k, Tem yxxe ananasoH. B yactu pucyHka (1) kpmBble Ha naHensax b v
[ 0ObeanHeHbI BMECTE.
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Puc. 1-58. lNpuHUuunbI
pernctpauvv 1 aHanusa
aKTUBaLUMN N NHAKTUBALUMN TOKa



Na -kaHanbl

» B HacTodLlee Bpemst n3BecTHO 9 Tnnoe Na*-kananoB. PucyHok 1-59 A neMoHCTpUpyeT 0OaMHOYHbIE
Na+- kaHanbl, 3aperncTpupoBaHHbie MeToaoM patch-clamp B KoHdUrypauum cell-attached. Tok
yepes3 KaHan BO3HUKAET Npu CMeLLeHnaX membpaHHoro noteHumnana ot -80 MB (nogaepXnBaemMbin
noteHuuan) oo -40 mB. OTkpbiToe cocTosiHne Na*-kaHanoB XxapaKkTepusyeTcst CMELLLEHNEM HYNEBOW
NNHUX BHU3, N 3TO CBMAETENbLCTBYET O TOM, YTO Yepes kaHan TeveT Bxoaswmn Na*-Tok. PucyHok
1-59 b neMOHCTPUpPYET OTKPbLITOE COCTOSIHME OAHOro, ABYX unn Tpex Na*-kaHanos.

* Ha puc. 1-59 A nokasaHo 10 perncrpaunm oAMHOYHOro HaTPMEBOIO KaHasa B OTBET Ha CTUMYIIALMIO
aenonsipnu3aumMoHHON TECTOBOWM CTYNEHLKOM NoTeHumana (ULMTo3onsHaga
CTOpOHa patch anekTpooTpuuartesribHa) B O4QHOM M TOM Xe 3KCNePUMEHTE.

* H puc. 1-59 b nokaszaHo 8 perncrpaymm oaMHOYHOIro HaTPMEBOIO KaHana B OTBET HA CTUMYNALMIO
aenonapusauuoHHOW TECTOBOW CTYNEHBKOM NoTeHunana (LMTo30sbHas
CTOpPOHa patch anekTpooTpuLatesisHa) B O4HOM N TOM XE 3KCNEPUMEHTE, BbINOSTHEHHOM
MeToaom patch-clamp(3anucu ogHOro 1 TOro e KaHana).
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Puc. 1-59. Na*-Tok yepe3 oguHoO4YHbIN Na*-
KaHan B MbILLEYHOW KIeTKe MbILUU.

A - Peructpauuna metogom patch-clamp B
KoHdpurypauuuncell-attached ogMHOYHbIX
MOHHbIX KaHaNnoB NMpu CMeLLeHUsX
MeMbpaHHoro noreHuyuana ot -80 go -40
mB.

OTKpbITOE cocTosiHue Na*-kaHanoB
npeacTaBneHo B BUAe CMelleHus
HyNeBOMW JINHUN BHU3, T.e. Yepe3 KaHan
TeyeT Bxoaawmm Na*-Tok.

b - Peructpauua metogompatch-clamp B
KOHpurypauum outside-out ogUHOYHBbIX
MOHHbIX KaHaNnoB Npu CMeLLeHUsX
MembpaHHoro noreHuuana ot -100 go -40
mB



[lapameTpbl Na+-TOKa

« MwuKpocKonuyeckme MexaH13mbl, TO ECTb MEXaHM3Mbl HA YPOBHE TOKOB, TEKYLLNX Yepe3 OAMHOYHbIE KaHanbl,
nexatume B OCHOBE MaKpOCKOMMUYECKMX BOMNLT-aMNePHbIX XapakTePUCTUK, TO €CTb NPOLIECCOB, NPONUCXOASALLMX HA
YPOBHE TOKOB, TEKYLLIMX YePe3 LIeNyH KNeTky.

« Ha puc. 1-60 A nnHusa o6o3HayaeT BOMbLT-aMMnepHy 3aBUCUMOCTb MAEeanm3npoBaHHOIO OTKPbLITOIO HAaTPUEBOTO
kaHana. T.K. Mbl UCXOAMM M3 Ha4YanbHOW NPEANOChISIKK, YTO KaHan B HaleM cryyae byaeT NonHOCTHI0 OTKPLIT BCE
BpeMS (T.€. YTO NPOBOAMMOCTb KaHarnoB He DyaeT yHKLUMEN HAaNPshKEHWsT) TOTAa TOK, TEKYLLMIA Yepes HUX, byaeTt
NUHEVHBIM UM «OMUYECKUM».

« Ha puc. 1-60 b npencTtaBlieHa KpnBasd, KOTOpad NoOKa3blBa€T BEPOATHOCTb TOIO, 4YTO HanVIeBbIIZ KaHan 6y,u,eT
HaXoOUTbLCS B OTKPbLITOM COCTOAHUU (BEPOATHOCTL OTKPbITUS HAaTPUEBOIo KaHana). YpaBHeHme, npmnBegeHHoe BO
BCTaBKe B PUCYHOK, O3Ha4YaeT

* npmuBeaeHHyr KpmnBytro, eCcriin mbl BCTaBM 3HA4Y€HUA
* ZNa=6.51nV0.5=-50 mV.

 Hapwuc.1-60B na6pa|v|eTp m OMUCbIBAET BEPOATHOCTL TOrO, YTO KaXkaas us THeX YacTen B HaTPUEBOM KaHarse
HaxoaATCA B HEOOXOAMMOM COCTOAHMU ANS TOro, YTo Obl KaHan OTKgbIJ‘ICFI. apamMeTp h onncbiBaeT BEPOATHOCTb TOrO,
YTO MHAKTMBUpPYOLLLAS YacTb HAaTPMEBOIO KaHara HaxoauTcst B HEOOXOANMOM COCTOAHUM NS TOro, 4To 6bl KaHan
OTKpbINCcA (T.e. He 6ngeT NHaKTUBUpPOBATL €ro). Takmm obpasom, BLICOKME 3HAYEHNA NapaMeTpa h pacrnonaratoT K
TOMY, YTOObI KaHan Bbin B OTKPbITOM COCTOSHUU. [lapaMeTpbl, OTNIOXEHHbIE HA PUCYHKE - 3TO 3Ha4YeHnAa m 1 h Ha
GEeCKOHEYHOM MPOMEXYTKE BPEMEHN.

* Ha puc. 1-60 [ npeacraBrieHa oLeHKa MakKpOCKONMYEeCKOro HaTprueBOro Toka NoCpeacTBOM YMHOXEHNS
O[HOKaHamnbHbIX TOKOB N3 CeKuMn A pucyHka Ha BEpPOATHOCTb X OTKPbITUSA PO U3 cekummn b 1 Ha KonndecTBo KaHasoB
(N). B gaHHOM cryyae Mbl yCTaHaBIMBaEM KOSiM4ecTBa KaHanos B 100 HaTpUEBBIX.
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NMapameTpbl Na*-Toka,
npoTeKalLlero yepes uenyro
KNEeTKy U Yyepe3 oANHOYHbIE
MOHHbIE KaHanbl



MecTa cBA3bIBaHNA TOKCUHOB Y Na+-
Kﬁjd »ai:leaonormqecmx TOKCHHOB OKa3bIBaKT CBOM TOKCHYECKMIN 3dDthEKT, MOAMDULIMPYS CBOMCTBA Na+-KaHarnos. OHU BKIKOYAIOT:

* pacTBOpVMbIE B BOAE reTEPOLIMKIMYECKNE TyaHUaMHOBbIe coeanHeHus: TTX 1 CaKCUTOKCMH (saxitoxin, STX);
* NUNNO0PACTBOPUMbBIE MOMNMULIMKNNYECKNE COEAMHEHUS: BEpaTPUANH, aKOHUTUH 1 6aTpaxoTOKCUH (batrachotoxin, BTX);
e Abl, NpeacTaBnalLLmne coboi HU3KOMONEKYNAPHbIE NONMNEeNTUabI, N30NNPOBAHHbBIE U3 CKOPMMOHA, MOPCKUX aHEMOH U MHOTUX APYTUX.

Mocne nosiBNeHust AaHHbIX 06 3TMX yyYacTkax B. Hille npeanoxun HarmnsgHyo cxemy B3aMmMoAeNCTBUSI TOKCUHOB ¢ 6enkom kaHana (puvc. 1-61). 3ta cxema v o
HacTosILLEero BpeMeHM No3BONseT YATaTensam, He obnagatoLmm cneumansHON MOriekynsipHO-6Monornyeckor NoAroToBKOK, MOHSTh, B KAKOM MeCTe KaHana
NPOUCXOANT B3aUMOAENCTBME C TEMWN UIUN UHBIMU TOKCUHAMMW.

Bce dpbapmakonornyeckme coegnHeHns, AencTBytoLme Ha Na+-KaHarbl, UMET MecTa Unu y4acTku CBA3blBaHUS Ha a-cybobeanHuue. boinn ngeHtuduumposaHsl, No
KpanHeun Mepe, LWeCTb OTNNYaoLWNXCA MECT CBSA3bIBAHUA ANA HEMPOTOKCMHOB M OANH Y4aCTOK CBA3bIBAHUSA AN MECTHbIX aHECTETUKOB U CXOAHbIX C HUMU
BELLIECTB, KOTOPbIE NpeacTaBneHbl B Tabnuue (puc. 1-61).

MecTo cBsi3bIBaHMA 1 cBA3bIBAET HenenTuaHble 6riokatopbl Nopbl Na+-kaHanos - TTX, STX 1 nenTuaHbIn 6rokatop Nopbl P-KOHOTOKCUH. PeLienTopHble y4acTku Ans
3TUX TOKCMHOB CCHOPMUPOBAHBbI aMUHOKUCIIOTHBIMM OCTaTKaMu B NETNE Nopbl U HENOCPEACTBEHHO HA BHEKITETOMHON CTOPOHE NETM NOpPbl C BHELUHEN CTOPOHbI.

MecTo cBsi3bIBaHWNSA 2 CBA3bIBAET CEMENCTBO JIMMNA0PACTBOPUMbIX TOKCMHOB, BKITIOYAOLLMX aKOHUTUH (aconitine, AC), BepaTpuaviH (veratridine, VER), BTX 1
rPasHOTOKCKH (grayanotoxin, GTX), KOTOpble NOAAEPXMBAIOT akTUBALMIO HATPUEBBIX KaHaoB. PoToahmHHAA MapKMPOBKa U UCCEeAOBaHUA MyTareHe3a
AEMOHCTPUPYIOT TPaHCMeMbBpaHHble CErMeHThbI IS6 1 IVS6 B peLienTopHOM ydacTke ang BTX.

MecTo cBsA3bIBaHUS 3 CBA3bIBAET O-TOKCUH CKOpnMoHa 1 TOKCUHbI MOPCKMX aHEMOH, KOTOpble I/IHFI/I6I/IpyI-OT MHaKTMBaLUIO Na+-KaHarnoB, 3amMmeanas nepexon Na+-
KaHanoB, HaxoaAawnxca B akTMBUPOBaHHOM COCTOAHUN, K COCTOAHUIO NX MHAKTUBaUMWN. 9TU NENTUAHbIE TOKCUHbI CBA3bIBAKOTCA B KOMIMJIEKCHOM peLenToOpHOM
y4yacTKe, BKno4varLweM NeTrno Mexgy cermeHtamm S3-S4 Ha BHelHeM KoHLe S4 cermeHTa B goMeHe V.

MecTo cBA3bIBaHUS 4 CBA3bIBAET B-TOKCVIHbI CKOpPMNOHAa, KOTOpPble yYBENMNYNBAKOT aKTUBALUIO KaHaJ10B. PeLI,eI'ITOE)HbIVI y4acToK anA B-TOKCMHa CKOpPMMOHa BKIKo4aeT
neTrnio, COeaNHAIOLLYIO CerMeHTbl S3-54 Ha BHEKITETOYHOM KOHLE CeHcopa HanpsiXXeHusa cermeHTa S4 B JoMeHe |l.

MecTo CBSI3bIBAHWS 5 CBSI3bIBAET KOMIIIEKC NONUIMUPHBIX TOKCUHOB - BPEBETOKCUHOB (brevetoxin, PbTx) 1 CTX (ciguatoxin), KOTOpble nponym{l})gm MOpCKue
MMaHKTOHHblE t()bOprl dinoflaggelates. B akcnepmmeHTax ¢ dooToacdnHHON METKOW DObINO NokasaHo, YTo TpaHCMEMDOpaHHble cerMeHTbl 1S6 1 VS5 obecneunsatot
cBA3bIBaHMe PbTx.

MecTo cBA3bIBaHWSA 6 CBA3LIBAET NUPETPOVAbI, NPEACTaBMsAOLLME COBOM aHanorn NPUPOAHbIX HEMPOTOKCMHOB NPUPETPUHOB, 4,4-ANXNopANGEHNN- TPUXIIOPATaH U
O-KOHOTOKCUHbI, KOTOpble 3aMeasISioT CKOPOCTb MHAKTMBALMM NOA0OHO O-TOKCUHY CKOprnoHa. MecTononoXeHne HeMPOTOKCMHOBOIO PELLENTOPHOrO y4acTka 6
HEen3BeCTEHO.

HakoHel, MeCcTHble aHECTETUKN U BelleCTBa, pOACTBEHHbIE aHTUSMUINENTUKaM, N aHTUaPUTMNYECKNE BELLIECTBa CBA3bIBAOT NEepeKpbliBakoLLnecd peuenTopHbie
y4acCTKK, pacnosioXeHHble BO BHYTPEHHEN NONOCTU NOPblI HATPUEBOIo KaHana. AMWHOKNCNOTHLIE OCTaTKN B CErMEHTax S6, Mo KpanHen mepe B TpeX N3 YeTbipex
JOMEHOB, BHOCAT BKNa B 3TOT CITIOXKHbIW KOMIMIEKC peLlenToOpHOro y4yacTka K coegnHeHuto, Npy 3ToM JOMUHUPYIOLLYIO pOnb UrpaeT IVS6-CermeHT.



MecTo cBRIBIBAHAS Toxcrn lp,om H cerMentTar | PE3nonoruveckuit s dext
Mecto casamBammis | |Terpoaorokcsn (tetrodotoxin) [S2-S6, [1S2-S6, bnok HOHHOro KaHana ==
CakcHTokcHI (Saxitoxin) MS2-86, IVS2-S6  |MurubupoBanHe HOHHOrO
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DPI 201-106

Puc. 1-61.

MecTa cBA3bIBaHNA TOKCUHOB C
pa3nn4HbIMN AOMEHaMU U
cermeHTamu
noTeHUuuanynpasnsieMbIX HaTpueBbIX
KaHarioB, NOCPeaACTBOM KOTOPbIX
peanusyetcsa nU3NONOrnYecKkum
adpchekT

MecTa cBA3bIBaHNA TOKCUHOB Y
noteHuman-ynpaensieMmbix Na*-
KaHarnoB



LleHTp cBA3biBaHUA 1y Na+-KaHana

* [epBble gBa (puc. 1-62 A) eCTECTBEHHO BCTPEYaOLLIMXCH TOKCUHA, BEPOATHO, JyyLle BCEro nccnegoBaHbl B Ka4ecTse
mMoamduKkaTopoB Na+-KaHarnoB. TTX - cunbHenwmnm a4 (LD50 0,1 Mr/Kr), HanAEeHHbIN B AUYHUKAX U MEYEHN U B MEHbLLEM
KONM4YecTBe B KULLEYHUKE U KOXe pblDbl oyry n poacTBeHHbIX en pbld 13 cemencTea Tetraodontidae. Cama pbiba He
CUHTE3UPYET TTX, HO BMECTO 3TOr0 KOHLUEHTPUPYET ero 13 3arnatbiBaembix 6aktepuit. PectopaHbl B AnoHnn n Kopee
nopatoT pbiby pyry Kak AenvkaTec nocre yaarneHus SA0BUThbIX opraHoB. OgHako MHOro dpaTasibHbIX Criyvaes
ngomcxoum Kaxkabiv rof B npeaenax ot Hosou 'BuHen ao AnoHun, Tannanaa n BeeTHama. 1o HEKOTOPbIM OLEHKaM,
oOLLiee KONMYeCcTBO CMEPTHbIX CcrlydaeB cocTaBndaeT 120 B rog. Kpome Toro, eCTb MHTEPECHAA QHTONOMMYECKN- 5
dapmakorornyeckas cea3b Mexay oTpabrneHnem TTX 1 KongoBckuM gonbknopoM Ha antn. TTX npeactasnaeTt cobom
rMaBHbIM aKTUBHbLIA (papMaKosIorMyeckmii KOMNOHEHT, OTBETCTBEHHbIN 32 BBEAEHWE YernoBeKa B COCTOSAHNE
Katanencuu - ouerneHeHus. TTX Obin BblgeneH U3 NopoLLKa, UCNosib3yeMoro B KONgOBCKUX puTyanax, KoTopbin Obir
NPUroTOBNEH METOAAMW 3KCTPAKLMN N3 Pa3NNYHbIX XXMBOTHbLIX (pPblObl, NArYLLKN) U paCTEHU.

» STX, nogo6HO TTX, OTHOCUTCA Kk BriokaTopam akTMBauum Na+-KaHanoB U M3BECTEH TakK Xe, Kak napanuTtniecknn aa
morntocka (PSP: paralytic shellfish poison). 3TOT TOKCUH, HaOEHHbIN B HEKOTOPbIX MOSIIOCKAX, YTIEHNUCTOHOMMX,
UIMOKOXWNX N HEKOTOPbIX gpyrmx MOPCKMX XXMBOTHBbIX, 3arraTbiBaOLWLNX MPOTUCTOB (NPOCTENLLNX OOHOKITETOYHbIX
OpraHn3moB), rmaBHbIM 06pa3om Dinoflagellata - OQHOKIIETOYHBLIN OPraHM3M B MOPCKOM MNITaHKTOHE, KOTOPbIN COOEPXUT
aa. Kpome Toro, STX npefcraBnsieT cobon NpoayKT HEKOTOPbIX NPECHOBOAHbLIX Cyanobacteria. 9TUM CNOCOOOM
UNBTPYIOLWME KOPM PaKyLUKN, pbibbl NN MOSITKOCKM CTAHOBATCA SA40BUTLIMU U MOTYT Bbl3BaTb NapanmMTu4eckoe
paKyLe4YHO-pbl6HOE OTpaBrieHne npun NoTpebneHnn NUWM AoOMaLLHUMW XKUBOTHBIMU U YENOBEKOM.

« TTX 1 STX, BO3MOXHO, Hanbonee cneundunyHblie TOKCUHbI ANns Na+-kaHanoB. B 60nbLUMHCTBE CriyvyaeB CBA3bIBaHUE
BbICTPO 06pPaTUMO (CEKYHAbI U MUHYTbI) U BbICOKOA(MHHO. VIX paBHOBECHAst KOHCTaHTa Auccoumnaumm Kd nexuT B
avanasoHe 1-10 HM ans nsoopm CKeneTHOM MblLLILLbI NN HEPBHbIX KIETOK, a ANt MEHEE YyBCTBUTENbHbIX
cepaeyHbix Na+- KaHamnoB - B Anana3oHe Heckornbkux MKM. [1Ba ryaHMaANHOBLIX TOKCUHA U UX CTPYKTYPHbIE aHanoru
oKa3anuncb LEeHHbIMW MHCTPYMEHTaMM Kak Ans UccrieaoBaHUs (OPMbl M CTPYKTYPbI BHELLIHETO YCTbS, Tak U AN
MOAEenMpoBaHus TTX- U STX-CBA3bIBaIO- LLIETO 1YHaCTKa. N3yyeHne CBA3bIBaHWSA C STX NpeanonaraeT, 4To Takke [1-
cyObeauHuLa y4acTByeT B (?OpMI/IpOBaHI/IVI TTX/STX cBsA3bIBatoLLEro y4acTka. Ha pucyHke 1-62 nokasaHo
NHrMbupytoulee aencieme TTX Ha Na+-TOK.



OH

TeTpoAoTOKCHH

Bpema (MC)

-10 KOHTPONb

10 /______Z/__éi

300 nM TetpopoToKcHHa

Puc. 1-62. bnokatopbl y4acTka
cBA3bIBaHUA 1 TEeTPOAOTOKCUH,
CaKCUTOKCHUH U J-KOHOTOKCHH,
GrnokupyroLwme NnpoBoANMOCTbL MOHOB.

A - XMMmn4yeckas CTpykTypa GnokaTopoB
nopbl Na*-kaHanoB - TETPOOOTOKCMHA U
CaKCUTOKCUHA.

b - TMNnn4HOe Bnokmpytoulee gencTaeme
TeTpodoToKkcuHa Ha Na*Tok.

CyMMapHbIM TOK, BKIHOYaOLWNIA BXOOALWMN
Na*-ToK 1 BbIXOOALLUNA TOK, BO3HUKAIOLLININ
Npu pasHbIX CTyNeHsax genonsapusaumm
OTHOCUTENBHO NoaaepPKNBAEMOIO
noteHumana (b1).

MonHoe uHrnbmnposaHune Bxoasiiero Na*-
TOKa TeTPOJOTOKCUMHOM B KOHLIEHTpaL MK
300 HM (B2)



LleHTp cBA3biBaHUA 2 Y Na+-KaHana

 [NpencraButenu rpynnsl NIMNNOOPACTBOPUMbIX COEAUHEHUI MOTYT NONYYUTb OOCTYM K ONpeaeneHHoMY LEHTPY
cBA3bIBaHNA Na+-KaHana, Haxogsweroca B nrasmatmyeckon membpaHe. 9Ta rpynna CoeanHeHuin BknodaeT
arnkanoungbl nogobHo BTX, AC, VER 1 GTX. OHM CBA3LIBAIOTCH C yH4aCTKOM CBA3biBaHUA 2 ¥ Na+-kaHanos. Bce atn
TOKCMHbI CYLLIECTBYIOT B Npupoae: BTX cekpeTnpyeTcs Koxxeun KornyMonnckon saoBmUTomn narywku poga Phyllobates,
a apyrve Tpu TOKCMHa UMeoT pacTuTeribHoe NnpoucxoxaeHue. VER n3onnpoBaH 13 ankanongHou cMecu
Yyemepuubl - pacTeHna cemencTBa Liliaceae. AC - ankanowng, BbipabatbiBaeMbl pacteHneM Aconitum napellus. GTX
HangeH B poaoLeHapoHax U Opyrmx pacteHusx cemenctea Bepeckoseble (puc. 1-63 A).

 [lpexne Bcero, pacCMoOTPUM OeHOMEHOSTOMMYECKYH CTOPOHY HEMPOTOKCUYECKOro aenctaus BTX, VER, AC 1 GTX
Ha MembpaHbl KNEeTOK B BUAe NepBbix Hanbonee npocTbIX 3KCNEPUMEHTOB, BbINOSTHEHHbLIX C UCMOSTb30BaHNEM
9TUX COEAVHEHWI.

« BTX MOXHO paccMaTpuBaTb Kak NOMHbIA arOHUCT, TaK Kak Npy BO3AENCTBUN OH Bbi3blBAET OAHOBPEMEHHOE
N3MeHEeHNe BCeX OCHOBHbIX CBOMCTB Na+-kaHanoB. Kpome AByX Bbllle YNOMSHYTbIX 3dpdekToB, BTX yxyaLuaeT
NMPOBOAMMOCTb OMHOYHbIX KAHaroB 1 UX CENEKTUBHOCTb 1151 MOHOB.

« Ha pucyHke 1-63 B1 nokasaHo pa3BuTUE BO BpEMEHM Na+-TOKOB, TEKYLLMX Yepe3 Na+-KaHanbl B KNeTkax
rmbpuagHoOM NMHMKM Henmpobnactoma-rnmoma, nepdysnpyemMmbix CTaH4aPTHBIM PacTBOPOM, a 3ateMm (puc. 1-63 B2)
NPOAEMOHCTPUPOBaHbI Na+-TOKM, TEKYLLNE qeges Na+-KaHarnbl B YCNOBUAX Nepdy3nn KNeTkn pacTBOPOM,
cogepxalwum BTX B kKoHUeHTpauumn 5x10-6 M. OueBnaHo oTcyTcTBUE hasbl UHAKTMBALMKM TOKA.

» [lanee nokasaHo (puc. 1-63 B) cMeLwleHne BNeBO NpUMEPHO Ha 50 MB akTuBauMoHHOM KpnBOW No4 AENCTBUEM
BTX B KOHUEHTpaunm 5x10-6 M. 3To cMmeLLeHne ObINO MEHbLLIE B KINEeTKax MMoKapaa HOBOPOXAEHHbIX KPbICAT
(NnpnbnmnautenbHo Ha 30 MB).

« Ha pucyHke 1-63 [ npencrasrieHbl BofisTaMnepHble XapakTepUCTUKN NnepexBaTta PaHBbe, npnyem B nepsom
clnyyae nepexsart PaHBbe Haxoammncda B cTaH4apTHOM Nepdy3noHHOM pacTBope, a BO BTOPOM Criyyae - B
pacTteope, cogepxallem BTX. OgHa KpmBas NOCTpOeHa No NMKOBbIM 3HA4YEeHUAM MHTaAKTHOro Na+-Toka, a Apyras
npeacTaBnsieT cobom BofisTaMMNEPHYHO KPMBYHO ANS MOANMUUNPOBAHHBIX (TPEYrofIbHUKN) N MHTaKTHbIX
(Kpy>kO4KKM) KaHanos.



B1

a'g max

BepaTtpuauu (VER)

Barpaxorokcutu (BTX) Mpasrorokeut (GTX)

Puc. 1-63. briokaTopbl y4acTka CBsI3blBaHUS 2 - 6aTPaxOTOKCUH,
BEpaTPUANH, TPAsHOTOKCUH U aKOHUTWH, - 3hdEKT KOTOPbIX
onpenensieTcst NOCTOSIHHOW akTuBaLunen Na+-KaHana.

A - XMMmn4yeckasi CTPyKTypa TOKCUHOB, NOBbILLAIOLLMX aKTUBALMIO
HaTPUEBbLIX KAHANOB, - aKOHUTUHA, BepaTpUaMHa,
GaTpaxoTOKCMHA U rPastHOTOKCHKHA.

b - BnusHne 6aTpaxoTokcnHa Ha Na+"OKW Yy KINeToK
HenpobnacToMmsil.

B1 - Na+-Toku, TekyLmne yepes Na+-KaHarbl B KneTkax
HenpobrnacTomsl, Tepdy3npyemMbix CTaHAAPTHLIM PaCTBOPOM.
MogaepxuBaembln noTeHuman Ehp = -100 MB. TecTupyemble
CTyrneHbKku genonapusaunm ot Ehp o -45, -40, -35, -20, +15 mB.

B2 - Na+-Toku, TekyLume Yyepes Na+-KaHanbl B KrneTkax
HenpobnacTombl, Nepdy3npyemMbIX CTaHAAPTHBIM PAaCTBOPOM,
coaepkaLumMm 6aTpaxoTOKCUMH B KOHUEHTpaLmmn 5x10-6 M vepes
30 MMH nocre Havana nepdysuun. NogaepxmBaembiv NOTEHUManN
Ehp =-110 mB. TeCTMfa/eMble CTYNEeHbKN Aenonsipusauunm ot Ehp
0o -90, -85, -75, -65, -40, -35, -25 MB. (INpnmevanue: npu
SKCMepuMeHTax ucnosnb3oBany rmopuaHyo NMMHUI0
HenpobnacTomMbl-rnmomMbsl NG 108-15.)

B - BnusaHne 6aTpaxoTokcuHa B KOHUEeHTpauum 5x10-6M vepes 30
MWH Ha aKTMBaLMOHHYIO KPMBYHO Y KITETOK HEMpoObrnacTombl.
UepHble KpY>KeYKM - KOHTPONb, Benble KpyXXeyku - BisHue
COeNHEHUS.

[" - BONbTaMnepHble XapakTepUCTUKK, NOSTyYeHHble AN
nepexsata PaHBbe, HaxogsLleroca B CtTaH4apTHOM
nepdy3noHHoM pacTeope (I'1). BonsTamnepHble
XapaKkTepuUCTUKK, NoNy4YeHHble Ans nepexsaTta PaHBbe,
HaxogsLerocs B cTaH4apTHOM nepdy3noHHOM pacTBope,
cogepxatuem 2x10-5 M 6atpaxotokcuHa (I72).

B 06oux cny4dasix KpmBble NOCTPOEHbI MO MMKOBbLIM (KPYXKOYKM) U
CTaUMOHapPHbIM (TPeYrorlbHUKM) 3HaYEHUSIM MeMOPaHHbIX TOKOB.
3aMeHeHWe Toka yTEUKN AEMOHCTPMPYET NpsiMas fIMHUS



LleHTp cBA3biBaHUA 3 y Na+-KaHana

* Y4yacToK CBSA3bIBaHMS 3 B3aMMOAENCTBYET C NoNunenTuaaMmmn a-TOKCUHa CKOPNmnMoHa U TOKCMHOB MOPCKNUX aHEMOH
(ATX), BblaeneHHbIX NpnbnumantensHo 25 net Ha3aa. CHavana oHu 6bInn 3BECTHbI Kak cepaeYHble CTUMYNATOPbI U
HEMPOTOKCUHBI. MexaHn3M ux 4enCTBUS - CBA3bIBaHUE C Na+-kaHanamu Bo30yaAMMbIX TKaHEN U CenekTUBHOe
NHrMBUpoBaHNE UX MHAKTUBALUK, MPEMMYLLECTBEHHO 3a CHET MHIIMOMPOBaHWSA NEePEXoA0B KaHara OT OTKPbITOro
COCTOSIHUSI B UIHAKTUBMPOBAHHOE COCTOSHME.

« ®apmakornornyeckme cBOMCTBa TOKCUHOB MOPCKUX @aHEMOH (MY aKTUHUW) XOPOLLO U3y4eHbl. TO NONUNenTUabl C
MoneKynapHon maccou ot 3 Ao 300 k[a, n3onvpoBaHHbIe U3 Lynanbua MOPCKOU aHEMOHBbI. TOKCUHbI, N30NMPOBaHHbIE
n3 npencrasutenen pogos Anthopleura (anthopleurin:Ap-A nnu Ap-B) n Anemonia (ATX |, Il unn V), npeacTtaBneHbl
OTHOCUTENbHO BOrbLLIMMK Benkamu, KrnaccuuumnpyemMbIMU Kak TOKCUHBI TUNa | MOPCKOW aHeMOHbI. [1nsi NposiBNeHns
X OENCTBNA Ha Na+-KaHanbl OHW JOMMKHbI ObITb anfIMUMPOBaHbI C BHEKITETOYHOM CTOPOHbBI. Kak Bbino obCyXaeHo
BblLLIE, COrMacHO COBPEMEHHbIM MNpeaCcTaBleHNAM O CTPYKType Na+-KaHanoB JOMEHbI, KOTOPble, Kak M3BECTHO,
CBfAI3aHbl C HaAKTUBaLMen, B OCHOBHOM PacnonoXeHbl BHYTPUKINETOYHO. TOT gpakT, YTO TOKCMHbI MOPCKOW @HEMOHbI
MOONULMPYIOT MHAKTUBALINIO, XOTH OHU OEUCTBYHOT C BHEKITETOYHOM CTOPOHbI, AenaeT Ux NepcnekTMBHbIMN ONs
NCMOSIb30BaHNA B Ka4ecTBe 30HAO0B Npu nccrnenosaHuUm Na+-KkaHanos.

* Ha pucyHke 1-64 A npogeMoHCTpMpOBaH NoTeHUnan encTeBns nepexsata PaHBbe MMENMHN3MPOBAHHOIO HEpPBa
NArywKn B CTaHgapTHOM nepdy3MoHHOM pacTBope (puc. 1-64 Al) n nocne NpMMeEHeHNA CKOPNoHa (Leiurus
quinquestriatus) B KOHUEHTpauumn 1 mkr/mn (puc. 1-64 A2).

« [anee nokasaH (puc. 1-64 b) Na+-Tok nepexsata PaHBbe o (b1) u nocne (b2) npumeHeHna a-TOKCUHa CKOpnnoHa
(Leiurus quinquestriatus).HabntogaeTtcsa peskoe 3ameaneHne HaTpneBown NHaKkTBaLUW.

* 0-TOKCMHbI CKOpPNUOHa BblipabaTbiBaloTCH ceBepoaddPUKaHCKMMMN CKOPNMOHAaMK, OTHOCALLMMUCS K pogam Androctonus,
Buthus 1 Leiurus. a-TOKCWH V CKOprnOHa, U30rnmnpoBaHHbIN N3 gaa Leiurus quinquestriatus, B3aMMOOENCTBYET C
HEeMPOTOKCUHOBbLIM peLenTOpPHbIM y4acTKOM 3 y Na+-KaHana. 9To CBA3bIBaHME CUINbHO 3aBUCUT OT NOTEeHUMana v
3ameansaet unu bnoknpyet UHaKTUBaUuio Na+-kaHana. a- TOKCUHbI CKOPrMOHa TakXke annocTepuyeckn ycunuearT
NOCTOAHHYIO aKTUBaLMIO TEMN HENPOTOKCUHAMM, KOTOPbIE CBSA3bIBAKOTCS C y4aCTKOM 2, Kak, Hanpumep, BTX. CTpykTypa
HEeCKONbKNX TOKCUHOB U3 A4a COOTBETCTBYIOLLEINO CKOpNnoHa Obina onpegeneHa MeTtogoM PeHTreHO-CTPYKTYPHOIO
aHanusa.
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Puc. 1-64. YyacTok 3 cBsAA3bIBaeT d-
TOKCUHbI CKOPNMMOHA U TOKCUHbI MOPCKNX
aHEeMOH, KOTOopble 3amMeanAloT Unu
ONOKUPYIOT MHaKTUBaUun. CoeauHeHuUs,
CBA3bIBalOLWMECHA HA 3TOM y4acTKe, TaKxe
yBenMYMBalT NOCTOSIHHYK akTuBauum Na*-
KaHanoB, BbI3BaHHYI0 TOKCUHaMM,
AEeNCTBYHLMMM Ha peuenTop yyYacTKa 2.

A - BnusiHne aga ckopnuoHa (Leiurus
quinquestriatus) Ha noTeHUnan JENCTBUSA
nepexsaTta PaHBbe.

A1 - noTeHunan gencTema nepexsarta PaHBbe
MUENNHN3NPOBAHHOIO HEPBA NATYLLKN B
cTaHOapTHOM rnepdy3noHHOM pacTBOpE.

A2 - noTeHuman gencTems Yepes 5 MUH nocrne
npuMeHeHua 1 MKr/mn TokcuHa. lNoteHuunan
aencTeus Obln Bbl3BaH 40ONONAPM3aLMOHHbBIM
TOoKoM anutenbHocTbio 100 MKC.

b - Na*-tok nepexsarta PaHBbe 0o (b1) n
nocne (b2) npumeHeHNs1 A-TOKCUHA
ckopnuoHa (Leiurus quinquestriatus)



Ll,eHTp CBA3bIBAHNA MECTHbIX aHECTETUKOB Y
Na+-KaHana

MecTHble aHeCcTeTUKM (puc. 1-65) Tna NuaokavHa v NpokanHa Bbi3biBatoT adpdekT, briokupys Na+-kaHanbl. [lokasaHo, 4To, KpoMme Na+-
KaHanoBs, MECTHble aHEeCTEeTUKM OEeNCTBYIOT Ha HECKOMMbKO TUMNOB MOHHbLIX KaHaroB 13 Yynucna K+-kaHanos 1 Ca2+-KaHarnos, a Takke Ha
peuenTopsbl K HempoTpaHcMuTTEepaM. BCe oHM npeacTaBneHbl OTHOCUTENbHO HEBONbLLUMMM NUMMAO0PACTBOPUMbLIMU MOMEKYaMu, 06bIYHO
cogepXawymMmy aMmMHOTrpynrbl, KOTOPble CTAHOBATCH NOSTIOXUTESTbHO 3apsKeHHbIMU B KUCHON cpeae. [1o3gHee nHpopmaums
OTHOCUTENBHO TOro, Kak paboTaloT MEeCTHbIE aHeCcTeTUKM, Obina nonyyeHa Ha OCHOBaHUN 3KCNEPUMEHTOB C BeLLeCcTBOM QX-314,
aHanorom nuaokanHa, KOTopbln Bcerga NonoX1UTenbHO 3apsKeH W, CriefosarteribHo, He pacTBopumM B nunuaax. [ lpenapar QX-314B
oKasblBaeT brnokvpyLLiee JencTBUe Ha Na+-KaHarbl KNeTok cepLa npy annnukaunm Kak ¢ Hapy>XHOW, Tak U C BHYTPEHHEN CTOPOHbI
MembpaHbl, HO MHIMBpoBaHWe Na+-KaHaroB KIeToK Mo3ra NPOoMCXoaMT TOSbKO Koraa npenapar annnimumpoBaH C BHYTPUKITETOYHOM
CTOPOHbI. Pasnnyve B AENCTBUM MOCTOAHHO 3apsiKEHHbIX MECTHbLIX aHECTETMKOB, NOA00OHbLIX QX-314, noka3aHo AN Na+-KaHanos KreTok
cepgua, Mo3sra u onga agepeHTHbIX HEMPOHOB, PACMONOXEHHbIX B raHIMMAX 3a4HUX KOPELLKOB CMMHHOIO Mo3ra. MayyeHne LLMpoKoro
crekTpa pasHoobpasHbIX KIeTOoK in vitro C MpuMMeHeHneM MeTodoB patch-clampB KOHurypaumm whole-cell, akcnpeccnu a-cybbeqmHuLb
Na+-KaHanoB B OOLUTbI LLNOPLEBOW NATYLLKN (Xenopus Iaevise UIN KNETKU MNEKONUTAaIOLLINX NO3BOSUINO 06'Hapy>|<v|Tb MHrMBpoBaHme Na+-
KaHarnos, Korga OHM Haxo4sATCA B OTKPbITOM COCTOAHUN (use(-state)-dependent).[lencTBME MECTHBIX aHECTETUKOB YBENMYNBAroch, Koraa
nogaepXuBaeMble NoTeHuuansl yctaHasnmeanv B obnactu 6onbLuen genonspusaumm, Torga kak npyu nogaepxvsaemblx noteHunanax,
nexatiunx B obnactu 6onbluen runepnonapusaumm, 6noknpyrowee 4eUcTeme yMeHbLUANnoch.

Bbiny MHOrOYMCIIEHHBIE NOMNbBITKM OXapaKTepmn3oBaTb y4acTOK CBA3bIBAHNS MECTHbIX aHECTETUKOB. B pesynbrate HeCKOMbKMX
nccrnegoBaHui ObINO NOKa3aHo Hanuyne 4o303aBMCUMMOro adhdekTa Npu cBsi3biBaHUM VER 1M BTX U MECTHbIX aHECTETUKOB, YTO _
npeanaraeT annocTepuyeckoe B3anMoaencTBme 3TUX ABYX YyHACTKOB CBA3bIBaHUSA. BHe yyacTka CBA3bIBaHUS 2 HET B3anMOOENCTBUSA
MECTHbIX aHECTETUKOB C MeCTaMM CBSI3blBaHMS HEMPOTOKCUMHOB Ha ApYrnxX y4acTkax peuenTtopa. Hanpumep, MecTHbI aHeCTETUK
PD85,639 He KOHKYPUPYET 3a CBSA3blBaHWE C aHTMKOHBYTbCUOHHBLIMM NpenapaTamn heHUTOMHOM U KapbamasennuHOM, CBSI3bIBaIOLLIMXCS B
Na+-KaHanax U3 CMHanToCcoM 1 cuHanTU4YeckMx MembpaH. HegaBHo ony6rnvkoBaHHbIE pe3ynbTaTbl MOKa3blBatoT, YTO CyLLECTBYET
rmMopodOOHbIN y4aCTOK CBA3bIBAHMS, KOTOPbIV OTNIMYAETCA OT yYacTKa CBS3bIBAHMS 2, HO anoCTEPUYECKN C HUM CBA3AHHBIN.
HECKOIbKMX MCCnefoBaHusix Obino nokasaHo NpeanodTUTeNnLHOEe B3auMogencTBMe coeanHeHn ¢ Na+-kaHarnom, HaxoasaLwmumest B
MHAKTUBUPOBaHHOM COCTOSIHUW. B NpOTMBOMNOMNOXHOCTL 3TUM pe3yrnbratamM HEAABHO ObInv NOMyyYeHbl AaHHbIE, YTO MECTHBIN aHECTETUK
NMOOoKanH He KOHKYpUPYeT C ObICTPOW MHaKTUBaumen. Pesynerartsl 9TMX 3KCNEPUMEHTOB CBUAETENbCTBYIOT, YTO BNOKMPYOLLMI 3hEKT
MECTHbIX aHECTETUKOB He SIBMSEeTCS pe3ynsTaToM npouecca MeaneHHoro BOCCTaHOBMNEHMS OT ObICTPOW MHAKTUBAaLIMM 1 He BOBNeKaeT
yBenuyeHme 6bICTPO MHAKTUBUPYHOLLIMXCSA KaHAMNoB, KakK 3TO onncaHo B Apyrux pabotax. OTu faHHbIE NPEACTaBNSET HOBYIO MOJENb,
thOKYCMPYIOLLYIOCS Ha NPOLIECCaX akTUBaLMK, Kak boriee YMECTHbIX AN MexaH3Ma AeNCTBUS MECTHbIX aHECTETUKOB.

MHorvne faHHble 0 MyTaLusx no,u,p,e%mmsaroT MOZenb C OTAENbHbIM y4acTKOM CBsi3blBaHMSA ANt QX-314. [Mogo6Hble pe3ynbTaThl
MoNyYeHbl U Ha ckeneTHoN Mblwe. OgHaKo HEQOXOAMMO OTMETUTb, YTO HanpaeneHHbIE MyTauuy aMUHOKUCIIOT B APYriMX TPEX CErMEeHTax
S6 B AomeHax DI-DIIl, KoTopble MOryT B3aMMOA4EeNCTBOBaThL C APYrMMU TPAaHCMEMOpPaHHbIMU CerMmeHTaMm, 40 CuMxX nop He bbinu
BbIMNOMHEHbI. Tak Kak 9TW YeTbIpe JOMEeHa KaHana, kak nonararoT, AoMKHbI pacnonaraTbCsi BOKPYr Nopbl kaHana, BePosTHO, YTO Apyrue
CEerMeHTbl S6 MOTryT TaKke BHECTU BKnaj B (DOpMMpoBaHme peLenTtopa Ars MECTHbIX aHECTETUKOB. AMUHOKMCITOTHbIE OCTaTKM B NETNAX
Mopbl, KOTOPbIE POPMUPYIOT CENEKTUBHBIN OUNLTP, - TAKKE XOPOLUME KaHauAaThl Ans OyayLmMx SKkCnepuMeHTOB A1 onpeaeneHus
MULLIEHN MECTHOIO 06e300NMBatoLLErO AEUCTBUSI.
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Puc. 1-67. Cxema
CBSI3bIBaHUSI TOKCUHOB C
pa3nnUYHbLIMU YyYacTKaMu
noreHumnan-
ynpaBnsiemoro Na*-
KaHana



Ca2+-TOK N ero XxapakTepuUCTUKM

* Ha pucyHke 1-68 npegcrasneH Tunn4HbI wholecell Ca2+-Tok (ICa-L), onpeaensdembii Hanuymem CaV1l- kKaHarnos,
3aperncTpmpoBaHHbIN OT U30SIMPOBAHHOIO BEHTPUKYNSPHOro KapanomMmmouuTta Mblilwn. Ha nanenu A
NPOAEMOHCTPUPOBaHa OpUrMHarnbHasa peructTpanuns Toka nﬁm CTgI‘IeH‘-IaTOM cMelleHun noteHumana (-30, -10, 10, 30, 50
MB) oT nogaepxusaemoro noteHumana (holding potential: Vhl) = -50 mB), a Ha naHenun b npeactaesneHa TunNuyHasn
BOSIbTaMMNepHasa XxapakTepucTuka, nonyyeHHas Ha OCHOBE OpUrMHanbHbIX PermcTpauum OT TeX Ke KIETOK.

« KoppekTHoe onucaHne nHaktmeaLummn Ca2+-TOKOB NPEACTABAET ONpeaerneHHbIe CIOXHOCTU, MOCKOMbKY 3TOT NPOLEeCc
pa3BMBaETCS BO BpeMEHU napanmenbHO C pa3BUTMEM BbIXOASLWMX K+-TOKOB. IMEHHO NO3TOMY permcTpmpyeMsbiii cnag
Ca2+-TOKa MOXET ObITb HE UCTUHHBIM, @ ONpeaensaATbCst HarnoXeHnem Ha Ca2+-TOK OQHOBPEMEHHO pa3BMBaOLLNXCS
BbIXOAALLMX K+-TOKOB. [1na npenoTBpaLLeHns nogobHbIX oMok HeobXxoaMMO TatenbHoO 6rnokupoBaTh K+-Tokn. x
Hann4yme B Hanbonee NPocTon opme MOXHO ONPeAENUTL Mo amnnNuTyge Ca2+-Toka B KOH OCTaTO4HO ASIMHHOIO MO
BpeMeHu cTuMyna. B aToM cnyyae oHa BygeT cnerka npesbllwaTth «HYfeBYO» NNHMIO (YO >(I)_\. neayeT OTMETUTb, YTO
NPEeBbILLEHNE «HYNEBOW» NMUHN B KOHLIE CTUMYIA MOXET TaKKe OTpaXaTh O4eHb MeIeHHYI0 (KOHCTaHTa BPEMEHMU
3Ha4MTENbHO BOfbLUE ANUTENBHOCTM CTUMYNA) MHAKTMBaLMI0 nccneayemoro Ca2+-Toka, No3TOMy, YTOObI n3bexaTtb
BO3MOXHbIX OLLUMOOK, CMOXHbIA ANHAMWUYECKUIA NPOLIECC MHAKTUBALMN CBOANAT K CTaLMOHapHON (steady-state)
NHaKTUBALUN.

« B 3TOM Criyyae n3mepsitoT yMeHbLUEHNE MaKCUMarnbHOW BENNYNHBI TOKA, BbI3BAHHOTO TECTUPYHOLLMMM
Aenonspu3yoLLUMKN CTyNeHbKaMu, B cryyae, ecnm nepes aTum MeMbpaHHbI NoTeHuman onpeaeneHHoe Bpems
(DoCTaToOYHO NPOAOCIKUTENBHOE NO CPaBHEHMIO C ANUTENbHOCTLIO MHAKTUBALIMM) NOAAEPKMBATICA HA CHUKEHHOM
FPOBHG. 3aBUCMMOCTb 3TOr0 YMEHbLLIEHUS OT BENUYMHBI NOAAEPXKMBAEMOrO NOTEHLMANA HOCUT S-06pasHyto hopmy.

PV 9TOM NS XapakTepucTukmn Ca2+-KaHa-

* OB MOMUMO aMNAUTYObl KanbLMeBOro Toka (ICa) obblYHO paccmaTpuBaloTCs BENUYMHA akTUBaLMK (Va) U BENMYMHA
nHaktTneaumm (Vh). ECnn cyLLIHOCTb NOCTOSIHHbLIX BPEMEHM aKTUBaLIMN U MHAKTUBaLUMK Ca2+-KaHanoB JOCTaTOYHO
MOHATHA, TO BEMUYUHBI akTUBaLuK (Va)u uHakTusauuu(Vh) TpedbyoT NosiCHEHS.



 [puHUMNBLI UCCriegoBaHNs akTMBaUUM U MHaKTMBaunu Ha npumepe | Ca, T Toka nokasaHbl Ha
naHenax B, I, O, E, XK. Ha naHenu B npeacraeneHbl TeCToBble curHansl 1 steady-state aktusaums
|ICa, T. MembpaHa kneTku bbina Ha nogaepxmpaemom rnoteHuyuane - 100 mB B TeueHune 1 cn Ca2+-
TOKM onpeaensnu npy noMoLLm Aenonsapusyowmx Wwaros-ctyneHek. Ha naHenu [ nokasaHa
aKTuBaUMOHHas KpuBagd, norny4YyeHHas Ha OCHOBaHUM ypaBHeHUA bonbumaHa B cneaytouwen gopme:

I/1_ .= 1/[1 + exp(-(V-V, 5) /K, (1.30)

max

* rae | npeacraenseT cobon amnnuTyay Toka, Imax - MakcMmMarbHaga amnnmTyna Toka, V- TeCTOBbIN
noTeHuwnan, VO5 - NOTeHuwnan nonyaktmeaunu nnu nHadve V_. Ha naHenun [1 npeacraeneHsl
TecToBble curHanbl u steady-state nHaktmeaums | . . MelvlgpaHa KneTku Obiria Ha
noggepXmuBaemMom noTeHuuane B guanasoHe oT -C’iglb 1o -45 mB B TeyeHue 1 ¢ n Ca?*-toku
onpegenanu npu NnoMoLUuy genonapuayroLwmx waros-ctyneHek oo -40 mB. Ha naHenu E nokasaHna
MHaAKTMBaALMOHHAA KpuBagd, rnoslydeHHad Ha OCHOBaHUM ypaBHeHUs bonbumMaHa B criegyoulen

doopme: : _, ; 4
1/1 .. = 1/]1 + exp((V-V; -) /K], (1.31)

max

roe | npegctaBnsieT cobon amnnuTyay Toka, Imax - MakcumanbHas amnnnTyga Toka, V - noteHuyuan, Vo,5 -
noTeHuman nonynHakTmeauum nnm nHadve Vh. 1 B cnyyvae, npeacrasneHHomM Ha naHenu [, n B cnyyae,
NpPOAEMOHCTPUPOBAHHOM Ha NaHenu E KoHCcTaHTa K, npeactaBnsgeT cobon HaknoH KpuBown (dbakTop
KPYTU3HbLI) N OTpa)aeT steady-state NOTEHUMaN-4yBCTBUTENBHOCTb KaHaNoB Unu «anana3oH» NoTeHUNanos, B
KOTOPOM KaHanbl dyHKUMOHaNbHbI. Yem bonbLue K, TeEM yxXe amanasoH. B yactu pucyHka XK kpuble Ha
naHenax I’ n E obbegnHeHbl BMecTe.
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Puc. 1-68. Tunn4ynbin whole-cell Ca2+-Tok
(ICa-L), 3aperncTpupoBaHHbIN OT
N30NMPOBAHHOIO KapamomuounTa
XKernyago4ykoB Mblln, MeMbpaHa KOToporo
nmeet CaVi-kaHansbl.

A - opurnHanbHas permctpauns Toka npm
CTyneH4YaToOM CMeLLeHnN noTeHunana ot
nogaepxneaemoro noteHunana (holding
potential) Vh=-50 MB. BennuunHa ctyneHek
aenonspusaunm oTHOCUTESTbHO
nogaepXnBaemoro noteHumana
npeacraeneHa B Buae undgp -30, -10, 10, 30,
50 mB.

b - BOonbTamnepHas xapakTtepucTuka,
nosly4eHHas Ha OCHOBE OpUrMHarnbHbIX
perncTpaumn ot Tex xe Knetok. B-XK -
NPUHUWNLI pErMcTpaumm n aHannaa
aKTuBaLuUM N MHaKTUBaLNK TOKa



Ca2+-kaHanbl L-tuna n N-kaHanbl

« Ha pucyHke 1-69 Al nokasaHa opurnHarbHas permcrpaums Toka, TEKYLLEro Yepes OANHOYHbLIN KaHan nogceMencTsa
CaV1 (TOka L-Tvna) Ha poHe CTyneHbKM aenonsipusaumm, pasHon +10 MB oT nogaep)xmBaemMoro noteHuuana, paBHoro
-40 mB. [lanee noka3saHo (puc. 1-69 A2) pacnpenerneHve amnnntyg toka npu +10 mB, O6bl4HO NpegnonaratoT, 4To
aMnnnTygHaArMCTorpaMmMaxopoLLoonMCbiBaeTCAKpMBOKM [laycca, ecnun nog nMneTkom HaxoanTCA OMH KaHan n'y Hero
€CTb TOSIbKO O4HO OTKPbITOE COCTOAHME, KaK 3TO NPOAEMOHCTPUPOBAHO Ha puc. 1-69 Al.

» [lokasaHa rayccoBckagd kpuasi (CM. puc. 1-69 A2), No3BoNsAOLWAast OLEHUTb CPEOHIO amnnmqng ToKa (cobbITU) n
NOrpeLHOCTb annpokcnMmaumn (CTaHgapTHOE OTKINOHEHWE), T.€. AN AaHHOro crnyyas aT1o -1,21+0,02 nA I'Ifl/l +20 mB. lo
3aBUCNMOCTU BEMNYMH 3aperncTpMpoBaHHOro ToKa OT aMnnMTyq CTyrneHek genonspusauum (puc. 1-69 A3) MOXHO
onpenenuTb NPOBOAMMOCTb OAMHOYHOIO KaHana, T.e. HaKrnoH KpMBOW (UNu nHa4ve oakTop KPYTU3HbI). AMMNUTyLa ToKa
6bina-1,41+0,03 1 -0,97+0,02 NnA npn 0 1 +20 MB COOTBETCTBEHHO, a MPOBOANUMOCTb OAMHOYHOIO KaHana B
npueBegeHHOM crnyyae pasHa 22,0+1,1 pS.

* HakoHeLl, 4ONoNHUTESNBbHYI0 MHOPMaLMIO 0 MexaHn3Max PYHKLUUOHMPOBAHUSA KaHarmloB MOXHO Noy4ynTb U3 aHanusa
rMCTorpamMm pacnpegeneHns BpeMeEH XN3HN OTKPbITOrO UMy 3aKpbITOro COCTOAHUA KaHana (puc. 1-69 A4).
NHTepnpetaumnsa nocnegHux obbIYHO A4OBOSbLHO CNoXHas. PacnpegeneHne BpeMeH XXU3HU OTKPbITOro COCTOAHUA
kaHana CaV1 npu +10 mB 6b1510 annpOKCMMMPOBAHO OAHOW SKCMOHEHTOM ¢ T0 = 5,60 MC (CM. puc. 1-69 A4). CpegHee
BPEMEH XWN3HWN OTKPbLITOrO COCTOSIHUS KaHarna, pacCYMTaHHOE Kak cpeaHee apudMeTMHeCKoe BCEX AaHHbIX, ObIo
paBHO 5,95+0,24 McC.

» [lanee B Ka4ecTBe npumepa nokasaHbl (puc. 1-69 b1) opurmHanbHagperncTpaunaTokaogmHoYHorokaHana Cav2 u
pacnpegeneHne amnnnTyabl Toka npm +20 MB (puc. 1-69 b2). AMnnuTyaa Toka 6bina -1,09+0,02, -0,89+0,02 n -0,73+0,02
nA npu +10, +20 n +30 MB cOOTBETCTBEHHO, a NPOBOAMMOCTbL OAMHOYHOIO KaHana pasHa 18,0+1,1 pS (puc. 1-69 B31.
PacnpegeneHne BpeMeH XX1U3HU OTKPLITOrO COCTOAHUA KaHana CaV2 npu +20 mB 6bino annpokcnmMmpoBaHO O4HOW
9KcnoHeHTou ¢ T0 = 1,04 mc (puc. 1-69 b4). CpegHee BpeMEH XXN3HN OTKPLITOrO COCTOSIHUSA KaHarna, pacCYMTaHHoe Kak
cpegHee apndmeTndeckoe Bcex AaHHbIX, Oblfio paBHo 1,14+0,02 mMc.
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Puc. 1-69. buodumamnyeckme ceoncrtea CaVl-kaHana n CaVv2.2-kaHana.

A - Brodmamyeckune ceoncTtea CaVl-kaHana c L-Turnom Ca2+-ToKa,
3aperncTtpupoBaHHOro B cell-attached patch y KOpTUKanbHbIX aCTPOLMUTOB.
Al - pernctpauma Toka OAMHOYHOro KaHarna nogcemencrtaa CaVil (Toka L-
TMNa) Ha POHe CTyrneHu genonsapusauum, pasHon +10 mB ot
nogaepxueaemoro rnoteHuunana (holding potential) Vhp = -40 mB. PacTtBop B
patch-nunetke cogepxan 10 uM CTx-MVIIC u 5 uM Bay K 8644.

A2 - pacnpegeneHve amnnmTya Toka L-tuna npm +10 mB.

A3 - HaKJTOH KpUBOM - NPOBOAMMOCTbL O4MHOYHOIO KaHarna, paccyntaHHas
Mo BENUYMHE 3aperncTpupoBaHHOro Toka L-tuna.

A4 - rnctorpamma pacnpegesieHns BpeMeH XM3HU OTKPbITOro COCTOAHUA
KaHana nogcemenctea CaVl npu +10 mB. (PacnpeneneHne BpeMeH XXN3HU B
OTKPbLITOM cOCTOSAHUM) (B nnnetky nobasneH aktnsaTop Bay K 8644 Ansi Bcex
CaV1 kaHarnos, npogyumpytowmx L-toka n CTx-MVIIC).

b - bnodmnanyeckune ceoncTea CaV2.2-kaHana N-Tuna Ca2+-kaHanos
KOPTUKanbHbIX aCTPOUWUTOB, 3aperncTpmpoBaHHbIX B cell-attached patch.

- perncrpaumna Toka ogUHOYHOro KaHana CaV2.2-kaHana (toka N-tuna) Ha
dooHe CcTyneHun genongapuaaunu, pasHon +20 MB oT noagep>xmaemMoro
noteHumana (holding potential) Vhp = -80 mMB. PactBop B patch-nuneTke
cogepxan 5 uM HudpeannmHa n 100 HM SNX-482.

B2 - pacnpeneneHne amnnutya Toka N-tuna npu +20 mB.

B3 - HaKMoOH KpnBOU - NPOBOAMMOCTbL O4MHOYHOIO KaHara, paccymTaHHas no
BENUYMHE 3aperncTpupoBaHHOro Toka N-tuna.

B4 - ructorpamma pacnpeneneHnsa BpeMeH XXU3HWU OTKPbITOrO COCTOAHUS
kKaHana CaV2.2 npu +20 mB. (PacnpeneneHne BpeMeH XX13HWN B OTKPbLITOM
COCTOSIHUN.)



Ca2+-kaHanbl R-tTuna n T-tmna

* Ha pucyHke 1-70 Al B Ka4ecTBe Npumepa rnokasaHa opurmHarnbHas
perncTpauma Toka oguHOYHOro KaHarna CaV2.3 n pacrnpegeneHue
aMnnuTyabl Toka npu +20 MB co cpeaHeun BennynHom -0,81+0,01 nA (puc.
1-70 A2). AMnnuTtyaa Toka 6bina -0,92+0,01 n -0,71+0,01 nA npu +10 1 +30 mB
COOTBETCTBEHHO, a NpoBOAMMOCTb OOMHOYHOIo KaHana pasHa 10,5+0,3 pS
(puc. 1-70 A3). PacnpegeneHne BpeMeH XXU3HN OTKPbITOTO COCTOAHUA
KaHana CaV2.3 npu +10 mB Ob1no annpokcUMMmMpoBaHO OAHOW SKCMOHEHTON C
10 = 0,80 Mmc (puc. 1-70 A4). CpegHee BPEMEH XXN3HU OTKPbITOrO COCTOSAHUS
KaHana, pacC4yMTaHHOE KaK cpeaHee apmdoMeTmndeckoe BCEX AaHHbIX, ObINo
paBHo 0,88+0,02 MmcC.

* Ha pucyHke 1-70 b1 B kKa4decTBe npumepa nokasaHbl OpurmHanbHas
perncrpauna Toka oguHoO4YHoOro KaHana Cavsi.2, 3apermctpmpoBaHHOIo B
cell-attached patch, pacnpegeneHmne amnnutyg Toka (puc. 1-70 b2),
aKkTuBauuga (npasasd KpuBas) U MHaKTUBaUUSA (neBad Kpueas) Toka (puc. 1-70
b3), ructorpamma pacnpeneneHmns BpeMeH XNU3HWN OTKPbITOrO COCTOAHUSA
KaHana

* (pyc. 1-70 B4).
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Pwuc. 1-70. buoduaunyeckume ceonctea Cay2.3-kaHana u Cay3.2-kaHana.

A - buodmsnyeckme ceorctea CaV2.3-kaHana ¢ R-Tunom Ca2+-TOKa,
3aperncTpmpoBaHHoOro B cell-attached patch y KOpTUKanbHbIX acTpoOLUUTOB. Al
- perncTpauusi Toka OoagUHOYHOro KaHana CaV2.3 (Toka R-Tuna) Ha poHe
CTyneHun genonspusaumm, pasHom +20 MB OT nogaepxmsaemMoro
noteHuunana (holding potential) Vhp-80 mB. PacTtBop B patch-nunetke
cogepxan 5 uM HudpeaunuHa u 10 uM CTx-MVIIC. [lo pernctpaumm KneTkm
Haxoaununckb B TedeHne 10 MyH B pactBope Tupoae, cogepxawem 3 uM
CTx-GVIA 1 10 uM CTx-MVIIC. A2 - pacnpeneneHue amnnuTtyg Toka R-tuna npu
+20 MB. A3 - HaKJTOH KpUBOM - NPOBOAMMOCTb O4MHOYHOrO KaHana,
paccynTaHHad no BenuynHe 3aperncTpmupoBaHHOro Toka R-tnna. A4 -
rmctorpaMmma pacnpeneneHus BpeMeH XU3HU OTKPbITOro COCTOSHUA KaHana
CaV2.3 npu +10 MB. (PacnpeneneHve BpeMeHU XU3HN B OTKPbLITOM
coctosiHuK.) b - Buodmanyeckme cBomncTBa kaHana nogcemenctea CaV3 Ha
npumepe kaHana CaV3.2 ¢ T-tTunom Ca”-Toka, 3apermcTpupoBaHHOro B
cell-attached patch y HEK 293 kneTok. b1 - peructpauma Toka 0qMHOYHOIo
kaHana CaV3.2 (Toka T-Tuna) Ha ooHe CTyneHekK aenonapusaunm, BeniiymHa
KOTOPbIX B LMPPOBOM BMAe NpencTaBieHa Ha KapTUHKe, OT
nogaepxmsaemoro noteHumnana (holding potential) Vhp -90 mB. B2 -
pacnpegeneHue amnnuTyg Toka T-Tuna co cpegHen sennumHon -0,41+0,01
nA. b3 - nccnegoBaHus akTMBaumm (NpaBas KpuBasi) U MHaAKTUBaUUK (nesagd
KpuBas) Toka 4yepes kaHan CaV3.2. Kaxable 2 ¢ OT nogaepxmnsaemMoro
noTeHumana senuynHomn -90 mB nogasanu genonapusaunoHHble CTYNEHbKN
(ansa nccnepoBaHus nNpoLecca akTuBauum KaHana) unm ot pasnimnyHbIX
BENUYNH NOJAEPXKMBAEMOro NoTeHUnana nogasanu cTyrneHbky Ao -10 mB
(ansa nccrnegoBaHus NPoLLECCOB MHaKTUBaLUMK kKaHana). b3 - ructorpamma
pacnpeneneHns BpeMeH XU3HU OTKPbLITOro COCTOAHMSA KaHana CaV3.2 npu
-10 mB. (PacnpeneneHue BpeMeHU X1U3HN B OTKPbITOM COCTOSHUN. )
PacnpeneneHne BpeMeH XXN3HU OTKPbITOrO COCTOAHUSA KaHana CaV3.2 npu
TECTOBOM noTeHumane -10 mB 661510 annpoKCMMMUPOBAHO O4HOM
9KCMoHeHToW € 70 = 0,48 MC



brnokaTtopbl 1 aktuBaTopbl Ca2+-kaHanoB

« dapmakornorna Tpex CeMencTB KasbLMeBblX KaHanos xopoLwo ndyyeHa. KaHansl CaVl crnyxat MonekynspHon
MULLEHbIO ANA opraHndecknx bnokatopoB Ca2+-KaHaroB, LUMPOKO NPUMEHSAEMbIX B Te4eHnn cepaevyHo-CoCyanCTbIX
3aboneBaHunn. Kak nonaratoT, 3T1 BeLlecTBa AeNCTBYIOT Ha TPU OTAENbHbIX, HO anfioCTEPUYECKU CBA3AHHDIX,
peLenTopHbIX yHacTka.

« deHunanknnamuHbl NpeacTaBnaT cobon GrokaTtopbl BHYTPUKNETOMHOMO y4acTka nopsbl. [llonaratoT, 4To 3Tu
BELLEeCTBa BXOAAT B MOPY U3 LMTONNa3mMaTUYECKMX y4acTKOB KaHana 1 ocyillecTBnaoT 6nokaay. MIx peuentopHble
y4acTkm o6pasoBaHbl aMMHOKMUCINOTHBIMUW OCTaTKkaMu B S6-cermeHTax B AoMeHe Il 1 IV no aHanorum ¢ peuenTopHbIM
y4acTKOM ANst aHEeCTETMKOB Yy Na+-KaHanos.

« OurngponnpmnanHel MoryT 6bITb akTMBaTOpPamMu UNn MHIMbuTopammn Ca2+-kaHanoB v nonaratoT, YTO OHM OEeNCTBYIOT
annocrtepuyecku, casurasg moay yHKLUMOHMPOBAHWS KaHarna B HanpasieHUN OTKPbITOrO UK 3aKpbITOro COCTOAHMS,
ckopee, YeM 3akynopueas nopy. VIX peLenTopHbI y4acToK BKITHOYAET aMUHOKUCINOTHbIE OCTaTKUN B S6-CErMeHTax B
nomeHe Il n IV n'S5-cermeHTe AomMeHa lll. MecTa cBs3blBaHUS AUIMAPONNPUONHOB U PeHUNanKMnamoB CBsi3aHbl U
YaCTUYHO NepeKkpbIBaOTCS.

* beH3oanasenuHobl, npeacrasndarwme cobon rpynny CUHTETUHECKUX BELLECTB (OOWH N3 KOTOPbIX AUNTUA3EM),
CBA3bIBAKOTCA C peuenTopHbIM YH4aCTKOM, KOTOPbIN NepeKpbliBa€TCA C MECTOM CBA3bIBaAHNA QPEHUITASTIKUITaMNHOB.

» Cembs CaVv2 Ca2+-kaHanoB OTHOCUTENBHO HEYYBCTBUTENbHA K ANrMApPONMpnanHoBbIiM briokatopam Ca2+-kaHanos,
Ho aTK Ca2+-kaHanbl cneundgunyeckn 6nokmpyoTca NneNTUAHBIMMY TOKCMHAaMM NAYKOB M MOPCKNX ynuTok. Cav2.1-
KaHanbl 6nokupyroTca cneumguyeckn w-aratokcuH IVA aaa us nayTuHbl nayka. Cav2.2-kaHarnbl OroKnpyoTcs
cneumdunyeckn W-KOHOTOKCMHOM GVIA U CONOCTaBMMbl C TOKCUMHaAMK ynNuTok. CaVv2.3-kaHarbl 6nokMpyoTcs
cneumguUyeckm NenTaHbIM TOKCUHOM SNX-482, BblAENEeHHbIM U3 A4a TapaHTynoB. 3TU NeNnTUAHbIE TOKCUHbI MOTYT
ObITb NOTEHUMaNbHLIMWN BOKaTOpaMmn CMHaANTUYECKOW Nepeaayu, NnoToMy YTo UX cneumduyeckme aggeKThbl
peanuaytotcs Yepesd CaVv2 cembto Ca2+-kaHanos.

* Cembga CaV,3 Ca2+-kaHarnoB He4yBCTBUTESbHA K 060UM z:l,mrvclf:lponm nounHam, ornokmnpytowmm Cavi-kaHanbl, U TOKCUHY
nayka unm TOKCUHY KOHYCHOWN yNuTKK, bnokupytowmm Cav2. Cneunguyeckue brnokatopbl CaV3-kaHanos rnoka He
HangeHbl. OpraHnyecknn 6nokaTtop Ca2+-KaHanos mmbedpagunn B Kakown To cteneHn cneunduyeH ona Cavs no
cpaBHeHuto ¢ CaV1 Ca2+-TOKOB (B TpU-NAThL pas). [lenTua KyYpTOKCUH NHIMBUpyeT akTuBaLMOHHbIe BopoTa CaVv3.1-u

aV3.2-kaHanoB. Pa3sutue 6onee cneumdunyeckux n BbicokoapmHHbIX briokatopoB CaV3 ceMbu Ca2+-KaHanos
OOJIMKHO ObITb NonesHbIM Ans bonee getansbHOro aHanusa puanoriornyeckomn posiv 9TUx KaHarnos.
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Puc. 1-71. ®apmakonormnyeckue
coeAVHEeHUA, MULLEHbIO KOTOPbIX

cnyxart Ca?'-kaHanbl



N3meHeHne Ca2+-TokoB noa nencremem Ca2+
aroHUCTOB N aHTAroHUCTOB

* Ha pucyHke 1-72 npoaeMOHCTpUPOBaHbl NpUMepbl AEUCTBUSA
dhapmakonornyeckux npenapaTtoB Ha TUNUYHbIN whole-cell Ca2+-ToK (ICa,L),
onpeaensembl Hann4mMem CaV1-kaHanoB, 3aperMcTpupoBaHHbIN OT
N30SINPOBAHHOIO BEHTPUKYNAPHOIo KapanommouunTta mblin. Ha naHenn b
npeacTaBfieHbl KOHTPObHaA perucTpaumna Toka n permctpaums nocne
nobasnexHunsa 0,1 uM BAY K8644, a Ha naHenun B nokasaHbl ABe
BOJSibTaMMepHble XapakTePUCTUKU KNETKN: ogHa nosiydeHa B CTaH4apPTHOM
nep%FMOHHOM faCTBOpe, a gpyrasi B TOM Xe pacTBOpe, HO coaepXxallem
0,1 uM BAY K8644. Ha naHenu L1 noka3aHbl OR/II/II'VIHaJ'IbeIe KpmBble Ca2+-TOKa
npu otcytcTeuu n npucytctemm 0,1 uM n 1 uM HUdeannuHa, a Ha naHenu E
NoKasaHbl TPM BoNnbTaMnepHbIE XapaKTePUCTMKU KNETKU: ogHa NonyyeHa B
CTaHOapPTHOM I'IepCbl\%3l/IOHHOM pacTBoOpe, Apyrasi B TOM e pacTBope, HO
copgepxawem 0,1 uM HudbegmnunHa, a TpeTb4d - 1 uM HUpeannuHa.

* [TaHenb K 4eMOHCTpUpyeT permcTpauuo oguHoYHoro Ca2+-kaHana L-tuna B
KOHTPOISbHbIX YCNOBUAX, a NaHenNb 3 NoKa3biBaeT XapakTep U3MEHEHUN TOro
Xe KaHana npu gobasneHun 5 uM BAY K8644.
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T NO,
o f”\xcH, cbapmamgomqecmx npggapaTOB Ha
b TMnu4HbINn whole-cell Ca®*-tok (1., ),
7 i n LN 3aperMcTpuMpoBaHHbIN OT U3ONIMPOBAHHOIO
¥ K a KapAuOMMUOLIUTA XXeNyao4YKOB MbILLMU,
fonvicorm i MeMOpaHa KOToporo umeet Cav1 -KaHanbl.
" Jsoom o [2000% Havnal-lenﬂx AnTl npeacTaBlieHa CTPyKTypa
= o AencTByrowmnx coeauHeHun BAY K8644 (A)

n Hupepaunuua (). Ha navenax b u
nokasaHbl opurnHanbHble KpuBbie Ca?*-
TOKa Npu OTCYTCTBUU U MPUCYTCTBUMN ITUX
coeaunHeHun. NMoka3aHo nameHeHue Ca?*-
Toka nocne go6asnexHus 0,1 uyM BAY K8644
(B) vnn 0,1 n 1 yM Hudeannuua (AO).
Henonsapusywme umnynscol Ao 0 mB (B)
vwnu go +20 mB (1) 6b1Nu noaaHbl OT
nogaepxmBaemoro norteHuyuana (holding
potential) Vhp =-50 mB. Ha naHenax Bun E
nokKasaHbl COOTBETCTBYIOLWME pUCYHKamM b n
[l BonbTamnepHble XapakTepUCTUKN
BEHTPUKYJIAPHbIX MUOLMTOB MbILLN NPU
aMf‘*: Josen R — OTCYTCTBUM U NPUCYTCTBUU TECTUPYEMbIX
L-Tunsge;:“f:;t;n L-Tun ca-“-xauansnn.nJBAvaaw coeaAnHeHun. HaKOHeU" Ha naHenu )K
nokasaH npumep pernctpaumm L-tuna Ca?*-
KaHara B KOHTpore, a Ha naHenu 3 npu




Mopenb Ca2+-nopsl

Mogenu aByxmepHom Tornorpadouyeckon KapTbl Mopbl C UCMOMb30BaHMEM NpeanonaraeMbiX «XONMOB» U «IM» XMMUYECKON 5
NMoTeHUMarnbHOM 3Heprum, NpeoaorneBaemMbiX MOHOM NPU NPOXOXAEHUN Yepe3 KaHarn, 06 bACHANN NPOHMLAeMOCTb KaHarna C no3uuui
TEopUn CKOPOCTEN peakunu. NepBoHavanbHO C MOMOLLBIO HUX NbITanNcb OObACHUTL NPOHULIAEMOCTb MOHOB. «AMbI» - MECTA
CBAA3bIBAHUSA; «XOIMMbI» - 3HepreTuyeckne 6apbepsbl, NPEnATCTBYOLWMNE ABUKEHUIO MOHA MEXOY MeCTaMy CBA3bIBAHUSA UMW €ro BbIXOAY U3
nopsbl. Ha pucyHke 1-73 nokaszaHa Mofenb, Co34aHHas Ha OCHOBE «TEOPUM CKOPOCTEN peakLumn» Ans 06bACHEHUSA NPOHULAEMOCTN Ca2+-
kaHana. Kaxxgas mogenb Ha4nmHaeTcH ¢ Ca2+-CBA3bIBAOLLEro y4acTKa, MMEIOLLIEero KOHCTaHTy Amccoumanmm, Benn4ymHa KoTopon
N3MepPsIETCA B MUKPOMONSAX. OTO COOTBETCTBYET «MOTEHUMANBHON AME» C 3HEPruen npnonmnantensHo 14 kT (AG = kT*In KD, rae k -
KoHcTaHTa bonbumaHa n T - Temnepartypa). Ctpernka 1 Ha KaXgoM pucyHke ob603HavYaeT 3HepreTUYECKyo pasHuLy, onpeaensoLyto
BbICOKY0 aPMHHOCTb MeCTa_CBA3blBaHWS. bapbepbl Ha BHeLWHe CTOPOHE Nopbl JOIMKHbI ObITb 4OCTATOYHO BbICOKM, YTOOLI MOHbI HE
BXOAMIM BbicTpee peanbHON ckopocTu Anddysnn. ITo TpebyeT NpnbnmusnTenbHo 8 kT. CTpenka 2 nokasblBaeT 3HaYeHNe 3HepPruu,
onpepenstoLlen orpaHNYNBaloLLLY0 CKOPOCTb ?Irate limiting step), T.€. HAMBONbLUNIN 3HEpPreTUYEeCKU Bapbep, NPENATCTBYIOLNIA BbIXOAY
MOHa 13 Kaxkaou moaenu nopsi.

Ecnu 661 6611 TQILKO OQWH TaKoW y4acToK B rnope (puc. 1-73 Al), To MOH, NPOXOAALLUNIA STY Nopy, AormkeH 6bin 6bl NpeoaoneTs
9HepreTndeckui bapbep B 22 kT, YTO COOTBETCTBYET CKOPOCTU NOTOKA MOHOB Yepe3 Ca2+-kaHarbl MeHbLle YeM 2000 MOHOB B CEKYHAY, T.
e. NnpnbnnanTeribHo B 1000 pa3 MeHbLLe, YeM BENTMYMHBLI PErUCTPUPYEMbIX MMKOAMMNEPHbIX TOKOB. JTO MOKa3bIBAET, YTO CENEKTUBHOCTL HE
MOXET BbITb 0b6ecneyeHa TeM, YTO Nopa CTAHOBUTCS «JTUMKOW» ANS cneumduyeckoro MoHa, NOTOMY YTO B 3TOM Crlydae MOH
nepemMeLlaeTcs Yepes nopy CINULWKOM Me1eHHO.

Teopus ckopocTen peakuuy npeanaraeT ABa HE3aBUCHMMbIX NYTU A4St 06ecneYeHNsi BbICOKOro MOTOKa MOHOB Yepes «JIUMKYH» Nopy, HO
oba TpebytoT, 4TOObI Nopa Morna yaepxuaTtb 6onbLie ogHOro noHa Ca2+ OfHOBPEMEHHO. Hacy))mcyHKe 1-73 A2 I'Ip()é:leMOHCTpI/IDOBaH
MeXaH13M, UCMOoMb3yeMbl ABYMS UOAEHTUYHBIMM y4acTKaMy BbICOKOahMHHOIO cBa3biBaHMsA. OamH noH Ca2+ nepebpackiBaercs Hasag u
BNiepea Mexay HUMM ¢ HebOonbLUMM LLIaHCOM ANs BbixoAa. [ockonbKy B TakoW MOAENM MOHbI HE MOTYT HW NepenpbIrHyTb APYr Apyra, HU
BOWTU B 3aHATbIN Y4aCTOK CBA3bIBAHWS, OOUH MOH Ca2+ nNperpaxaaet BXo4 noHam apyroro copta. HoO MOXHO npeanonoxuTs, 4To, koraa
[1Ba MoHa Ca2+ HAaXOAATCs B NOpe, OHU B3aMMOAENCTBYHOT, YTOObI YMEHbLUMTL apMHHOCTb MECT CBS3bIBaHUS Ans Ca2+. AT Gonee
Mernkune «konogubl» (CTpenka 2§)ﬂ,onyCKal0T BonbLuMii MOTOK MoHOB. OgHaAKO B MOpe 0OHapY»KeH Tak HasbiBaeMblil EEEE-NOKYC, U TONbKO OH
MOXET ObITb BbICOKOAMHHBIM Y4aCTKOM CBSI3blBaHWS1, YTO MPOTUBOPEYNT NPEACTABIEHNSIM O ABYX MOEHTUYHbIX CBSI3bIBAOLLMX

yacTkax. Hanuuume EEEE- noKkyCa onpoBepraer Aetany Moaenu, NpeacTaBneHHON Ha JaHHOM PUCYHKE, HO HE €€ OCHOBHOW NMPUHLMM.

peanonaraeTcs,, YTO CyLLEeCTBYHOT elle Ba HOKOBbIX HN3KOAMUHHbBIX y4acTKa C KaXa0N CTOPOHbI. ITO MPUBENO K CO3AaHMI MOAENM,
npeacTaBneHHon aanee (puc. 1-73 A3), Ha KOTOPOW MenKMe «KonogLbl» TECHO MPUMBIKAIOT C KaXKA0N CTOPOHbI K OAHOMY 1yGoKoMy
«konoauy». B Takon Mop,enmg MOHOB HET BO3MOXXHOCTWN B3aUMOAENCTBOBATL, MOITOMY MPK MYNbTUNOHHOW OKKyMnaLmmn Nopel
3HepreTUYeckme Konoaubl u bapbepbl He U3MeHsTCs. Ho NpocToe NpUcyTCTBME HN3KO-a(hMHHbLIX MPUMBIKAIOLLIMX Y4aCTKOB O3HAYaET,
YTO OrpaHM4MBaOLLUIN CKOPOCTb Bapbep ANs BbiXxoAa (CTperika 2) UMEET MPUMEPHO Takue Xe pa3Mepbl, Kak B MOAENM, r4e NOHbI UMELOT
BO3MOXXHOCTb B3aMMoaencTBoBaTh. Cepusi y4acTKOB C yMeHbLUaloLencs adoMHHOCTBLIO YCKOPSIET NOTOK MOHOB Yepes XMMUYecKue
noTeHUmManbHble 3HepreTnyeckmne 6apbepbi.

Mopa nmeeT hopMy NecouvHbIX Yacos (puc. 1-73 b). [lnaMeTp cenekTMBHOro unsTpa paBeH 5,6 A, T.e. NOYTU B 3 pasa LUMpe, Yem
AnameTp noHa Ca2+, NO3TOMY CENEKTUBHOCTb HEmMb3s 00bACHUTbL TECHLIM COBNageHMeM AnaMeTpa MoHa U AuaMeTpa OTBEPCTUS, YTO
NEXUT B OCHOBE MexaHun3Ma cenektuBHocTh K+-kaHanoBs. BaxHO nonoxeHue 3apsnoB (kBagpaTuku) YeTblipex rmytamaToB EEEE-Nnokyca.
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Puc. 1-73. Mopgenu Ca?*-kaHana, o6 bsACHsIIOLWMeE ero
NMPOHULIAEMOCTb U CTPYKTYPY NOPBbI.

A - Teopuss CKOPOCTEN peakLumn onucbiBaeT Nopsl,
KOTOPbIE€ TECHO CBA3bIBAIOT MOHbI Ca?*. Flopu3oHTanbLHas
OCb: hpaKLUNS AMEKTPUYECKOrO Nons Yepes nopy.
BepTukanbHas oCb: 3HEPrUs XMMUYECKOro noTeHumana
ana Ca®*, korga oH NpoXoauT Yepes nopy.

Ctpenka 1 cOOTBETCTBYET SHEPIMN, KOTOpas onpeaenset
Ca?*-6rok Ana MOHOB ApYroro copra.

CTpenka 2 ykasblBaeT CaMbll BbICOKUWN MPbBKOK QHEPTUN B
KaXkgoon Moaesnun, KOTopbI OrpaHn4nBaeT CKOPOCTb
Bbixoda noHa Ca?* 13 nopoi.

[TOTOK OMEHb HM30K B NOpe C O4HUM Y4acTKOM, MOTOMY
YTO CYLLECTBYET BbICOKOIHEPreTudecknmn bapbep Ans
BbixoAa (1); MynbTUMOHHbIE NOPbLI NPeACTaBNAT ABa
pasfiMyHbIX MeXaHM3Ma A4S YMEHbLUEHUS
9HepreTnyeckoro bapbepa, NMMUTUPYIOLLETO CKOPOCTb
NOTOKA;

(2) B3anmogencTBmna noHa ¢ MoHoM (ion interaction) v
(3) necTHUUAa WaroB - «CTYNeHn» NoTeHUManbHOW
9Heprum (stairsteps), - cosgaHHast HU3KoadUHHbIMU
y4yacTKamu CBA3bIBaHWUS, U MPUMbIKAIOLWMIA CENEKTUBHbBIN
Y4aCTOK.



K+-TOoKu n kaHanbl

KanveBble kaHanbl npeacTaensioT cobon Hambonee o6LLMPHOE CEMENCTBO MOHHbBIX KaHanoB (K+-kaHanoB), reHepupyoLLMX pasHoobpasHble kanueBble TOKM (K+- TokM). 3T TOKM MOXHO
pPerncTpupoBaTh Kak OT LIenon KNeTkM METOAOM patch-clamp B KoHUrypaumm wholecell (Toraa )XaproHHO 3TW TOKM Ha3bIBaHOT MaKPOCKOMUYECKUMM) UM OT OAIMHOYHOTO KaHana, Takke
MEeTo0M patch-clamE, HO B IPYTUX KOH MEX aumsax (Torga ux Hepeako HasbiBaT MUKPOCKOMUYECKUMU TOKamu). K+-TOKU MOXXHO 3aperMcTpupoBaTh OT KIETOK, Y KOTOPbIX €CTb
npenMyLLecTBeHHO K+-kaHanbl (puc. 1-74 EO bIYHO 3TO SKCMPECCUPOBAHHbIE B BUNNNMAHBIE CrIOVU KaHanbl. MOXHO 1 Ha NMioboi KNneTke 3a6nokMpoBaTh paboTy BCeX KaHarmnoBs, kpome Ki+-
kaHanosB (puc. 1-74 B). Ha aTux ABYX pMcyHKax npeacTasreHbl opuriHanbHble KpuBble whole-cell K+-Toka, co3gaHHOro paboToi noteHumanynpaenaemMblx K+-kaHanos npu pasnmyHbix
3HaYeHMsAX CMeLLLaeMoro noTeHLUuana oTHOCUTENBHO NOoAAePXMBAEMOro NnoTeHLmana.

O06cyanMm HekoTopble AaHHbIe, xapamepm;&roume paboty abcTpakTHbIx K+-kaHanos. Ha pucyHke 1-74 B npeactaBneHa BonstaMmnepHas Kpneas K+-kaHarnoB, paccyntaHHas npy nomMoLLm
ypaBHeHus MonbaMaHa- XogkknHa-KaTtua. CnnolwHas kpuBas oTpaxaeT K+- TOK, NpefcKkasaHHbIN Ha OCHOBaHMM ypaBHEHMSA C ONyLLEHNEM, 4To MembpaHa XOpoLUO NpoHMLaemMa ans
MoHOB K+, npuyem [K+]in paBHa 155 MM, a [K+]out paBHa 4,5 MM. BennynHa -95 MB - noTeHuman pesepcum (reversal potential: Vrev), NTOTOMY 4TO Npy 3TOM MNOTEHLMare HanpasneHve Toka
MEHSIeT 3Ha4YeHKe, a B camMoit TOHKe, paBHOWM -95 MB, Tok paBeH Hynto. B dnsmke HanpasneHve Toka Bcerga Takoe Xe, Kak U HarnpasreHue nepemeLLeHns NonoXnTenbHbIX 3apaaos. Tok
WOHOB, TEKYLLMI B KNETKy, ByaeT, Takmm 06pa3oM, HasblBaTbCsl inward current, a TOK MOHOB, TEKYLLMI U3 KNETKW, - Bcerga outward. [MyHKTUPHAA NMHWUS EMOHCTPUPYET TOK, KOTOPbIA MOXHO
oXxuaaTtb, ecnv [K+]in paBHa [I%+]out n cootBeTtcTByeT 155 MM.

HakoHeu Ha puc. 1-74 [ nokasaHa permcrpauusi oguHoYHoro kaHana K+-kaHana.

TpaanUMOHHO K+-TOKM 1 COOTBETCTBEHHO K+-KaHarbl BCIeACTBUE X (PYHKLMM Bbinn onucaHbl 1 KnaccnduumMpoBaHbl rnaBHbIM 06pa3om B BO36yanmMbIx kneTkax. OHM BKMtoYanm
Knaccuyeckue:

¢ K+-KaHanbl 3agepkaHHoro BbinpamMneHns (delayed outward rectifier K+-channels (currents) - IK);

¢ ObICTpble TPaH3UTOPHbIE K+-KaHarnbl BbIXoadALLero Toka (fast transient K+-channels (currents) - IA, unu transient outward current - Ito);
¢ K+-KaHanbl aHOMasibHOro BbINPSMIIEHUS C TOKOM BXOAALLLEro HanpaeneHus (inward rectifier K+- channels - 1K1);

¢ Ca2+-aKkTuBupyemsble K+-kaHanbl (Ca2+ dependent K+-channels - KCa);

* KaHanbl, Yepes KOTopble NPOXOAUT TOK yTeuku (leak currents), onpegensembln NPEUMYLLIECTBEHHO MOHAMK K+,

L‘|yTb 60ﬂbLLI§ /éecmmnemq Has3ag Obina NPUHATA NepBad CTaHAapTHaA HOMeHKnartypa Aanda reHoB LWecTu TpaHCMeM6paHHbIX CEerMeHTOB NoTeHumanynpaBnsaemMbix K+kaHarnos, Ha3BaHHbIX
KV-cuctemou. B Hee npexae BCcero BoLUSun:

¢ K+-KaHanbl 3agepkaHHoro BolnpaMmnenus (delayed outward rectifier K+-channels - IK);
* ObICTPble TPaH3UTOPHbIE K+-KaHanbl BbIXoAdALLEro Toka (fast transient K+-channels (currents) - I1A, unu transient outward current - 1t0).

JTa HoMeHKnaTypa 6blnia OCHOBaHa Ha BbIBEEHHbIX (PUNOreHeTnYecknx cesassax. KaHanbl, B coctaBe KOTOPbIX 0BHapyeHo 6onee 65% MAEHTUYHbLIX aMUHOKUCNOTHBIX OCTaTKOB, Bbinn
ob6benHeHbl B 0[1HO noAcemMencTso. B otaenbHyto rpynny 6binm BblaeneHbl K+-KaHanbl aHoMasisHOro BhINpsiMeHUs C TOKOM BXoAsLLEero HanpasneHus (inward rectifier K+-channels),
KoTopas Obina Ha3BaHa Kir.

Takum obpa3om, NPUHATas B HAcTosILEee BpeMsi Knaccudukaums AenuT K+-KaHanbl Ha:

* noTeHunanynpasnaemole K+-kaHanbl (KV), KOTOpble BKITOYaloT:

- K+-KaHarbl 3agepxaHHoro BbinpsamsieHuns (delayed outward rectifier K+-channels - IK);

- BbICTPbIE TPAH3UTOPHLIE A-KaHarbl BbIXOAALLEro Toka (fast transient K+-channels (currents) - IA, unu transient outward current - Ito);
¢ K+-KaHanbl aHOMasibHOro BbINPSAMIIEHUS C TOKOM BXOASALLEro HanpaeneHus (inward rectifier K+-channels - Kir);

¢ Ca2+-aKTuBmpyemsble K+-kaHarnbl (KCa);

¢ K+-KaHarbl ¢ ABYMS NeTNsIMU B JOMEHE (two-P K+-channels - K2P).
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Puc. 1-74. NMpumepbl oOpUrnHanbLHOU
pernctpauuun whole-cell K+-Toka,

BONLTaMMnepHOWU
xapakrtepuctuku whole-cell K+-toka n

dKTUBHOCTU OOAMHOYHOIO KaHana



XapakTepuUcTtukm K+-TokoB

» Pasnaraa Ha KOMMNOHEHTbI MOHHbIE TOKN MOXHO BbIYNEHUTL BXOOAAWMN Na+-TOK U BbIXO4AWMN K+-
TOK, NpeacTaBuB NX OTAENbHO. AHANN3 3TUX «MAKPOCKOIMUYECKNX TOKOB», T.€. TOKOB,
3aperncTpmpoBaHHbIX METOL4O0M voltage-clamp unu patch-clamp B KoHdurypauum whole-cell,
obcyxxganca paHee. OTOT aHanM3 No3BONSIET pa3gennTb K+-ToKn Ha NoTeHunanynpasndemblie
(BKAtoYaroLwme K+-Toku 3agepxaHHOro BbINPsIMNEHUS U ObICTPble TPAH3UTOPHbLIE K+-TOKK
BbIXo4sLLEero HarnpasreHuns), K+-ToOKn aHoMarbHOro BbINPAMIIEHUA BXOASALLEINO HanpaBneHus,
Ca2+-akTmBupyemble K+-Tokn n TOKII/IVP/Te‘-IKVI. Ho getanbHy0 MHGOpMaLUuo gan aHanns3 OgMHO4YHbIX
K+-kaHanoB MeTogom patch-clamp. MUKpOCKoNMyeckne MmexaHmu3mbl, TO eCTb MEXaHU3MbI Ha
YPOBHE TOKOB, TEKYLLUX Yepes3 OANHOYHbIE KaHarlbl, fieXxallue B OCHOBE MaKpOCKOMNMUYECKNX
BONbT-aMMepPHbIX XapakTePMUCTUK, TO ECTb NMPOLECCOB, MPOUCXOAALLMNX HA YPOBHE TOKOB, TEKYLLINX
Yyepes Lenyto KneTky.

« Ha puc. 1-75 A nuHng o603HavaeT BONbT-aMMNEPHYHO 3aBUCUMOCTb Maeann3npoBaHHOIO OTKPbITOrO
KanMeBoro kaHana. T.K. Mbl UICXOOUM M3 Ha4anbHOW NPeanoCbIfiKM, YTO KaHar B HalleM cryvae
OyaeT NOMHOCTBIO OTKPLIT BCE BPEMS (T.€. YTO NPOBOAMMOCTbL KaHanoB He OyaeT oyHKLMeN
HaNpsKeHUs1) Toraa ToK, TeKYLLMA Yepesd HUX, OyaeT NTMHENHbBIM NN «OMUYECKUM»,

* Ha puc. 1-75 b npeactaBlieHa KpnBad, KOTOpad NnokKa3blBa€T BEPOATHOCTb TOIO, 4TO Karnnesbiin
KaHarll 6y,u,eT HaXoAnTbCA B OTKPbITOM COCTOAHNN (BepOFITHOCTb OTKPbITUA KarineBoro KaHana).
YpaBHeHme, npmBeaeHHOE BO BCTaBKE B PUCYHOK, OrNMnUCbIBaET rnpmBeaeHHyro KpuByro, €Criii Mbl
BCTaBuUM 3Ha4yeHud zK = 5,3 nvo.5 =-30 mV.

* Ha puc. 1-75 B npeacraerneH otaenbHO MakpOCKONUYECKUn KarnmeBblin TOK.

« Ha puc. 1-75 I npeacrtaBneHa oLeHKa MakpOCKONMMYECKOro KarnmnmeBoro Toka nocpeacTBoOM
YMHOXEHUS1 OAHOKaHarbHbIX TOKOB 13 CeKLUMN A pUCYHKA Ha BEPOSITHOCTb NX OTKPbITUSA Po 13
cekumn b n Ha konnyecTBo kaHanos (N). B gaHHOM cityvyae Mbl yCTaHaBNMBaeM KONM4ecTBa
kaHarnoB B 100 KanneBbIX.
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Puc. 1-75. O6wan xapakrepucTmka
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K+-kaHanbl 3agep>KaHHOro BbIMPAMMNEHUS

« Obcyanm HEKOTOpblE AaHHbIE, XapaKkTepu3aytoLne paboTy nepBoro Tmna
noTeHumnanynpaensaemblx K+-kaHanos - K+-KaHanoB 3agep>XaHHOro BbinpsimMrieHns (delayed
outward rectifier K+-channels - IK). 3TOT TN KaHaNoB OTNN4YaeTCA TEM, YTO AeNonapusytoLLne
CTYNeHbKM aKTUBUPYIOT TOK, HO C 3aePXXKOW, Kak 3TO BUOHO Ha puc. 1-76 A. BonstamnepHasd
KpunBasd, noslydeHHas Ha OCHOBE 3KCMEePUMEHTOB, BbINMOJIHEHHbIX MeToaOoMpatch-clamp B
KoHdourypauum whole-cell, 0QHO3HAaYHO OEMOHCTPUPYET Hanndne K+-kaHanos 3agepXaHHoro
BbINpsiMIieHnst (delayed outward rectifier K+-channels - IK). TOK TEYET TONLKO B BbIXOAALLEM
HanpasfneHnn, Kak 3To NokasaHo Ha puc. 1-76 b. [1ns oLeHKn Toka, Te\K)/LLI,eI'O yepes KaHanbl
9TOro TUMa M3 KINEeToK Mo3ra MrekonuTarLwmx, pasnuyHble kaHanbol (KV1.1, KV1.2, KV1.3 n
KV1.4) akcnpeccupoBanu B 00OLMTblI KceHonyca. Pe3ynbratbl 9KCNEPUMEHTOB, B KOTOPbIX
noteHuman cmewanca ot -80 MB go 0 MB, noka3aHbl Ha puc. 1-76 B. JleBasa naHernb,
npeacTtaBneHHas ¢ 6oNbLION CTEMEHBLIO pa3peLLleHNsa BpEMEHN, AEMOHCTPUPYET, UTO
HEKOTOpPble U3 3TUX KaHaNoB akTUBUPOBaNUCb boriee MeasrieHHo, Yem agpyrue. Npasas
NaHenb, yXXataa BO BpeMeHMU, NO3BONAET YBUOETb, YTO MHAKTUBALMA YCKOpAnach OT KaHana
KV1.1 K KaHany KV1.4.

* TpaHanTopHbLle K+-KaHansbl

e [1aHHbIE, xapaKTepl/l3y+0LL|,|/|efpa60Ty BTOpOro tuna K+-kaHanos, - ObICTPbIX TPAH3UTOPHbIX K+-
KaHanoB BbixoasiLlero Toka (fast transient K+-channels (currents) - IA, nnu transient outward
current - 1t0) npeacTaeneHbl Ha puc. 1-76 ['. [lokasaHbl pesysistaTbl 3KCNEPUMEHTOB,
NO3BONSAOLLME NOCTPOUTL KPUBYHO aKTUBaALMKN 3TOrO TOKa 1 ero MHakTueauuu.,
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JaeucumocTe inward rectification
OT BHYTpHKNaroyHora Mg+

K. -kaHanbl

Knacc TpaHCMeMbpaHHbIX 6ENKOB C ABYMS
cermMeHTamMmu BKMNYaeT 2S BOenku,
obpasytowme inward rectifiers channels (K.,
KOTOpbI€ MOXHO Ha3BaTb «K*-kaHanamu
aHOMarsbHOro BbIMPAMITIEHNA C TOKOM
BXOASILLIEro HanpaBieHUsa».

TepmuHanu N- n C- aTux kaHanos
PacrosioXKeHbl B LMTOMNIa3me,

P-neTtnsa mexay ABymsa TpaHCMeMbpaHHbIMU
cermeHTamm qoopMMpPYET Mopy, U
PYHKLUNOHNPYIOLLINKA

KaHan npeacrtaensieT cobon TeTpamep aTux
2S/1P cybbeanHuy (puc. 1-77 A).
BonstamnepHblie XxapakTepucTuku npm
pasnuuHbIX BenuymHax [K'];, xapakrepHble
On4a 3TOoro TMna KaHanos, NpeacTaBneHbl Ha
puc. 1-77 b. Tam e nokasaHo 3Ha4yeHne

E, ona kaxxgon senuuniel [K'] .

Ha pucyHke 1-77 B nsobpaxxeHa
3aBNCNMOCTb OTKPbITUA KaHalrioB OT
Puc. 1d@rdftHanansraHanansioro
BbINPAMTEINItI ZRH GO BXOMA
HanpasagHkrefinrard ceotifienid civamels. - K. )



Ca2+-aktuBupyemble K+-kaHarnbl

Ewe o%vllH 1N K+-kaHanoB - Tak HasblBaeMble Ca2+-akTuBupyemble K+-kaHanbl. [prMepoM Takoro kaHarna MOXET CINy>KUTb, Hanpuvep,
kaHan (Slo

nnu Slo1). Slo nmeeT 7S N KOANPYeT BbICOKONPOBOAALLMI KaHan, Slo (0S-6S). B atom kaHane P-obnactb HaxoguTcs mexay SVI u SVII;
byHKUMOHMPYIOLLMIA KaHan npeacTrasnseT cobon TeTpamep, HO, B OTNIMYME OT ApYrMx KaHanos, Slo uMeeT N-TepMuHarnbs, pacnonoXeHHYyo
BO BHEKIIETOYHOW cpeae (puc. 1-78 A).

Ca2+-akTnBupyemble K+-kaHarnbl onvcaHbl 4OCTAaTOMHO AAaBHO W BKIOYaKoT ABa nogruna. OaHa U3 aTux rpynmn BritovaeTt Tpy KCa-kaHana ¢
HW3KOM NPOBOAMMOCTbHO (KCa2.1, KCa2.2, n KCa2.3) n kaHan KCa3.1 ¢ NpoMeXyTOYHON NPOBOAUMOCTbBIO. OTU KaHarnbl
HenoTeHuunanynpasnsaemble N aKTUBUPYHOTCA HU3KMMU KOHLIEHTPaUUAMM BHYTPUKIETOYHOro Ca2+ (<1,0 uM), B otninume ot KCal.l
(KCNMAL, Slo1), KOTOpbI aKkTUBMPYETCH M MOTEHUNAIOM, N BHYTPUKNETOYHbIM Ca2+. OTW Tpu KCa-kaHana ¢ HN3KoM NpoBOAUMOCTbLIO
YyBCTBUTENbHbI K BrioKupyoLeMy AencTenio anammHa (100 nM-10 HM), 4yto oTnnyaeT nx ot Bcex Apyrmx KCa-kaHanos. U KCa-kaHanbl C
HW3KOM NPOBOAUMOCTLIO, U KaHarlbl C MPOMEXYTOYHOW MPOBOANMOCTLIO UrpatoT BaXKHYHO pOrib BO MHOMMX rpoLeccax, Bknovarowmx Ca2+-
3aBMCMMbIN CUTHAMNMVHI B 3NEKTPOBO3DYANMBIX M 3NEKTPOHEBO3bYAMMbIX kneTkax. OHu He cBA3bIBaOT CBOOOAHbIE NOHBI Ca2+
HenocpeacTBEHHO, a cKkopee, 0bHapyXuBatoT Ca2+ Yepes KanbMOAYNNH, KOTOPbIN MOCTOSIHHO CBA3aH C C-TEPMUHAarNbHBLIM PETVIOHOM.
CB4asblBaHMe KarnbLms C TakKUM KanbMOAyNMMHOM NPUBOANT K KOHPOPMALIMOHHBLIM U3MEHEHNAM, OTBETCTBEHHbLIM 3@ BOPOTHLIN MEXaHN3M
KaHana.

BTO{)aﬂ rpynna KCa-kaHanoB Bkntovaet KCal.1 (Slo unwu Slo1), KCa4.1 (Slack unu Slo2.2), KCa4.2 (Slick nnu Slo2.1) u KCa5.1I_(ISI03). KaHnanbl
KCal.1l nsyyanu B KrneTkax Mo3ra, YrIMTKA U MblLULAax, U U3BECTHO, YTO BapunaHTbl ansTepHaTUBHOro cniancuHra nx MPHK oTBeTCTBEHHDI
3a UX 3HaUYUTerbHble PYHKLNOHAlbHbIE Pasnnyuns. B oTnuume ot KCa2 1 KaHanos, cBga3blBaHWe noHoB Ca2+ kaHanom KCal.1 He 3aBuCUT
OT ero accouunasum ¢ KanbMoAynMHOM, HO nonaratoT, YTo onpegenseTcs, No KpanHen Mmepe, TpeMs CBA3bIBaOLLNMM ABYXBaNeHTHbIe
KaTMOHbI y4acTKamu B LMTONasmaTnyeckon kapbokcunbHou obnactm kaxxaon cybbeamHmubl kaHana. [1sa He3aBUCMMbIX BbICOKO
YyBCTBUTESbHbIX Ca2+-CBA3bIBAIOLLNX y4acTKa, Ha3BaHHbIX «calcium bowl», cpopMmnpoBaHbl OTpULATENBHO 3apSXKEHHBIMU CErMEHTaMM B
AncrtansHon kapbokcuibHon TepmuHarnuy 6enka v BHyTpu nepBon RCK obnactu (RCK: Regulator of Conductance for K+), KoanpytoLlemn 5
Ech)chlmaanyro C-TepMuHans bernka. TpeTnun HU3KOAMHHbLIN CBA3bIBAOLLNN ABYXBaANEHTHbIE KATUOHbI y4aCTOK TakKe HanadeH B NepBon
obnactu.

XoTa Tpu Apyrnx YneHa aTom rpynnel, KCa4d.1, 4.2, n 5.2, 6b1nu BKItodeHbl B KCa-crieumdukaumio, Tak Kak BCe OHU ABIAI0TCA YNeHamMu 3Town
CTPYKTYPHO CBA3AaHHOW rpyrinbl TeHOB, HO B OTNMYMe OT KCal.1l akTUBMPYIOLWMXCA BHYTPUKITETOYHBIM Ca2+, HA OAWNH U3 BbILLEYNOMAHYTbIX
KaHanoB, NOBUAMMOMY, HE MOXET BbITb UM aKTUBUPOBAH. QTN TPU HEYYBCTBUTENbHbIE K BHYTPUKIETOYHOMY Ca2+ KaHana akTMBMpYTCS
NHa4e. KCad.2 1 KCa4.1 akTUBUPYIOTCH BHYTPUKITETOYHBIMU MOHaMK Na+ 1 Cl-, a KCa5.1 - BHYTPUKIIETOYHbIM 3aLlenaymsaHmem (casurom pH
B LLIESTOYHYIO CTOPOHY).

Ha pucyHke 1-78 b nokasaHbl TOKM Yepes3 oanHo4vHble Ca2+-akTuBmpyemMble K+-kaHarnbl, BEpOATHOCTb OTKPLITUS KaHaNoB 3HAaYMTENbHO
NOBbLILLIAETCA C yBenuyeHnem KoHueHTpauumn Ca2+. Ha puc. 1-78 B nokaszaHa 3aBMCUMOCTb BEPOSATHOCTU OTKPbLITUA KaHana ot
noTeHunana Ha poHe pasnMYHON KoHUeHTpaumn Ca2+.
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KaHan yTeyku - K2P

+ KaHnanbl yTeyku npeacraBnsaoT cobomn 0cobyto rpynmny MOHHbIX KaHanoB. ATO OOHU N3 HEMHOIMX KaHarnoB, O KOTOPbIX
OKOJ10 50 NneT, T.e. CO BpeMeHU BO3HUKHOBEHUSA NPeAcTaBieHnin O HUX, BbII1o Marno 4To n3BecTHo. OHU nmeroT
noTeHuManHe3aBMCUMY0 OCHOBY M KanveBo-HaTpueByto NpoBoaMMocTb. B paboTax b. Xunne (B. Hille) oTMe4eHo, 4To
yxe A. XooXKuH 1 A. Xakcnuv Ha boHe noteHumana nokos 4eMOHCTPUpoBanu HebONbLLOW KOMMNOHEHT TOKa,
NpunucbLIBaeMbIn UMW TaK Ha3blBAeMOMY TOKY yTeudku Il (leak current). 3TOT TOK Obln HEBOMLLINM N UMEN
noTeHunanHe3aBnCUMbIN MexaH3M MOHHOM NPoBOAUMOCTU. A. XOMKKMH 1 A. XaKcrnv He yCTaHOBWUITM NOHHYIO OCHOBY
TOKa yTe4ku. Bbino TornbKo nokasaHo, 4To Ha PoHe noTeHuMana Nokost MeMbpaHa KneTkn 0THOCUTENBHO MPoHULaeMa
ANA MOHOB Kanus, BbIXOOALLNX U3 KINETKK, U KpariHe Nnoxo (B 100 pa3 MeHbLUe) npoHMuaema Ans MOHOB HaTpus,
BX%HLLI,I/IX B KNETKy. 3TY NPOHNLAEMOCTb TPaANLMOHHO cHMUTanu NoTeHunanHe3aBsncMmon u He4yBCTBUTEIbHOWN K
TEA yTeukon. ToK yTe4kn, akTUBHbIN B NOKOE, CTabmnnuanpyetr MemOpaHHbIW NOTeHLMan Hxke nopora reHepawuum

NoTeHUManoB AENCTBUA N YCKOPAET penonsapusaumio. Ewe A. XomkkmH 1 A. Xakcnv HasBanu aTy CTPYKTYpY KaHanom

yTeukun. C Taknmm KaHanamm cBs3biBaloT (popMmpoBaHme noteHumnana nokos. benkosas cTpykTypa, Yepes KOTopYHo

OCYLLECTBIAETCA TOK yTEeYKM, onpeaereHa nuiib HECKOMbKO NneT Hasag. iaeHTudurkauna kaHaros, Yepes KoTopble

OCYLLIECTBIIAETCA TOK YTEUKM, BbIABUIIA, YTO 3TO K+-KaHarnbl C ABYMSA NOPOPOPMUPYIOLLIMMU NETIAMU B KSXKO0N

cybbeanHuue un 4YeTbipbMs TpchmeMSpaHHbLMM cerMeHTamMmm, Kak aTo foka3aHo Ha puc. 1-79 A. [iBe Takux

CcybbeanHuMLbl OPMUPYIOT KaHan, Ha3BaHHbIN K2P. 3TO K+-eneKTUBHbIN KaHar ¢ onpegeneHHbIMy napaMmeTpamm

NPOBOANMOCTMU, T.€. C NOTEHUManHe3aBUCMMbIM BOPOTHLIM MEXaHNU3MOM, 1 NpeacKa3aHHbIM 50 neT Hasag

BbinpAMeHnem. [Npu prnanonormyecknx ycnoBmusax (BbiCokas KOHLUEHTPaUnsa MOHOB K+ BHYTPU Y HU3Kasa CHapyxu) K2P

npoBoanT Boriee 3HaYNTENbHBINA TOK U3 KIETKU, YEM BHYTPb KIeTku. HabniogaeTcsa NoToK MOHOB, HarNpaBneHHbIV B

bornbLlen cTeneHn HapyXy, 4eM BHYTPb KNeTkn. Kak oxmuaanocs, ansa perynsaropos BO36yauMoCTy K2P-kaHanbl

HaxoAATCA MOA CUNbHBLIM KOHTPOIEM MHOXECTBA XUMUYECKUX U PUINYECKMX CTUMYIOB, BKNIOYAA HanpsXXeHne

chnopoxﬁa B cpefe pH, nunuabl, MeXaHN4YeCcKMne pacTaXeHUs, HeMPOTPaHCMUTTEPLI U peLenTopbl, CBA3aHHbIE C G-

Benkom. KaHanbl Takke crnyxaTt MonekynspHbIM1U MAULLEHAMW ANA HEKOTOPbIX NETYYNX N MECTHbIX aHECTETUKOB.

Perynauusa K2P-kaHarnoB cBsi3aHa C U3MEHEHNAMN B UX CBOUCTBAX, Hanpumep BePOATHOCTU OTKPbITUA KaHarnos. Tem

He MeHee HEKOTOpbIE perynsaTopHble N3MeHeHus, Hanpumep gocopunuposaHne K2P, obecrnevnBaloT nosiBrieHne

BbIMNPAMIISIOLLNX CBOUCTB C YyYBCTBUTENBbHOCTLIO K NOTEHUMany.

« Ha pucyHke 1-79 b npeactasneHa knaccudukaumnsa K2P-kaHanos, NpUYem 4acTb U3 HUX, OTMEYEHHasi Ha PUCYHKE,
NPOSABIiieT MexaHOCEHCUTUBHOCTb. HakoHeL, Ha puc. 1-79 B nokasaHbl TUNUYHbIE BOrIbTaMMepPHbIE XapakTePUCTUKMN,
nmetoLme BbinpssMneHune. Ha Hem npegcTaBneHo U3MEHEHME BONbTaMMNepHbIX XapakTepPUCTUK B 3aBUCUMOCTU OT
BenMYUuHbI pH Ansa kaHana TASK-1, npuHaanexallero cembe K2P-kaHarnoB.
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[loTeHuunanbl ENCTBUA N TOKU, NX
qagwmywﬁana LI,GVICTBVIFI C OCHOBHbIMX MOHHBbIMW TOKaMW Y Ppa3HbIX KITETOK.

A - cBA3b OQMHOYHOro noTteHuunana gencteus (Al) HEpBHOM KNETKMN C MOHHbIMU TOKamun (A2).
A1l - noteHuman genctaud. MNpambiMuU NMIMHUSIMU MOMEYEHbI PaBHOBECHbLIN HATPUEBLIW U KanueBbl NOTEHUManbI.

A2 - nB€ KOMMOHEHTbI MOHHbIX TOKOB, MOKa3aHHbIE Yepes3 NPOBOANMOCTb: BXOAALLMIA Na+-TOK, OCYLLLECTBNSEMbIN
Yyepes noTeHumnanynpaensemMble Na+-kaHarbl, U BbIXOOALLMIA K+-TOK, OCYLLLECTBNSIEMbIN Yepes
noTeHumanynpaensemMble K+-kaHanbl. Ha ypoBHE KpuTnyeckoro noTeHlmana HabnogaeTcs akTneaumsa BXoasaLwero
Na+-TOKa, KOTOPbIi UHAKTUBMPYETCS, KOrAa MeMOPaHHbIN NOTEHLMan AOCTUrHET NOMOXUTENbHbIX 3HAYEHUN.
NHakTmMBaums BxogsLero Na+-Toka NpovcXoanT OAHOBPEMEHHO C akTuBauuen Bbixogsilero K+-toka. Mocne
OOCTUXKEHUS MEMOPAHHOTO NOTEHLMAana ypoBHS NoTeHLnana nokos BbIXoAsaLwmin K+-Tok MHaKTUBUPYETCS.

b - cBA3b NoTeHumMana AencTBms U CaMONpPON3BOSIbHOMO CMELLIEHUSI MEMOPaHHOIO NoTeHUuana Ao ypoBHS 5
KPUTUYECKOro noTeHumana ¢ HeKOTOPbIMU MOHHBIMY TOKaMU Y HEPBHOW KITETKU C CaMOMNPOUN3BOSIbHOW PUTMUYECKON
aKTUBHOCTbIO.

b1 - noteHuMan 0ENCTBUSA KINETKU C perynﬂpHoﬁ pMTMI/I‘-IGCKOVI dKTUBHOCTbIO.

B2 - KOMNOHEHTbI MOHHbLIX TOKOB, (POPMUPYIOLLMX 3TOT NOTEHUMan Aencreud. lNokasaHbl Bxogawmim Na+-Tok (INa),
cosgaroLuni dasy genonsapusaumm noTeHumana genucTend, Bbixoodawmm K+-tok (1K), dopmupyrownmn gpasy
penonapusaunn notTeHumana 4evcTBns u ObICTpbIN BpeMeHHbIN BbIxoaAwmin K+-Tok (Ito). NoTeHunan membpaHsi
TaKoW KNEeTKU onpeaenseTcs akTMBHOCTLIO 6 TOKOB, KOTOPble Oblfin OOHapYXeHbl y KNETOK C pUTMUYECKON
aKTUBHOCTLIO. BO-MepBbIX, 3TO, pa3dyMeeTcs, TOK, reHepupyemMblin SneKkTporeHHbIM Na+, K+-Hacocom MembpaHsbl, 1
BbIXOAALWMM K+-TOK yTeuku, co3aatoime MeMbpaHHbIv noTeHunarn nokos. Kpome Toro, 3T1o BXoAsLwmm Na+-TOK (Unv B
OTAENbHbIX cnyyaax Bxogsawmim - Ca2+-Tok), dhopMupyroLmnmn dasy aenonspusaunm noteHunana gencTBus, N Tak
Ha3biBaeMbI BbIxoadawwmn K+-1ok (1K), dopmMmupytoLmm gasy penonspusaumm noteHunana oencrtemsa. HakoHew, a1o
[1Ba TUMNa MOHHbIX TOKOB, CMeLLaoLLnxX MeMOpaHHbIN NOTeHUMan 40 YPOBHS KPUTUYECKOro NoTeHuuarna B nepuos,
Mexay noteHumanamv aencteus. [Nepsbiv TUM - 3TO CUMbHbLIA BXOOALLMNA Na+-TOK, TEKYLLUW MO APYrMM KaHanam,
HeXXeru BbllleonncaHHble U popmMmupytome dpady genonapusaunm noteHumnana gencreus. IMeHHO 3TOT MOHHbLIN TOK
cMeLLaeT MeMbpaHHbI NOTEHUWar B CTOPOHY AeNonsapu3aunn K Kputudeckomy noteHumany. K gpyromy tuny
OTHOCUTCA ObICTPLIN TPAH3UTOPHbIN BbIXoOALWMM K+-Tok (fast transient K+-current - IA, unu transient outward current - 1to),
NHaKTUBaLMa KOTOPOro yCTpaHAEeTCH cnegoBou rmne nompmagmem N KOTOPbI aKTUBUPYETCA B MPOMEXYTKE MEXAy
ABYMS noTeHunanamm JencTeua B Nognoporoson obnactn membpaHHoro noteHuuana. Kpome atmx WecT onucaHHbIX
MOHHbIX TOKOB CYLLECTBYIOT eLle ABa: MeaASIeHHbIN Na+-TOK U MeaneHHbIn K+-TOK. 9T MeaneHHbIe TOKM MPUBOASAT K

camornogaepkmsaroliuMcAd ocunnnAaumam MeM6paHHOF0 noteHuwnarna, nexawum B OCHOBE nepmnoanyeCkmnx navyeyHbix
NA2ANANOR LUAaIANRAWNAR
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B - cBA3b noTeHumnana gencTena KnNeTkn pabodero mmokapaa c
MOHHbIMK TOKamMun. B1 - dpopma noTeHumana gencrems pabodero
KapanomuouuTa. B2 - n1ameHeHne BO BpeMEHU NPOBOANMMOCTU NS
AenonapusyoWwmx (BepXHAs NaHenb) Unn penonapusyowmx
(HMXKHSISA NaHesb) MOHHbIX TOKOB BO BPEMS MNOTEHLMAN0B AENCTBUA.
HapacTtaHune noTeHuUuana gencTeus BO3HMKaET, Korga CTUMYI
BblLLIE MOPOroBOro ObICTPO Aenonsapu3yeT MeMbpaHy, akTUBUPYS
BbIcTpble Na+-KaHarnbl, 103TOMY (hpasa ObICTpon Aenonsapusaumm
cBsizaHa ¢ BXo4OM Na+ B KapaMOMMOLUT 3a CHET PE3KOro
yBenuyeHus gNa. Bxogawmin Na+-TOK, OCYLLIECTBNSAEMbIN Yepes
noTeHumanynpaensemble Na+-KaHanbl, He TONbKO O4YeHb BbICTPO
aKTMBMPYETCS, HO N Takke BbICTPO MHAKTUBUPYETCA. MHakTnBauus
Na+-KaHanoB noTeHunan3asMcMmMasa 1 NponcxoauT npu
AOCTUXeHUN pasbl genonapusaumm, 4OCTUraeT 3HavyeHnm +25-30
MB. Takas kMHeTuka Bxogsulero Na+-Toka onpegensier
NpaKkTU4YeCKn BepTuUKanbHyto dgopmMy dpasbl genonapusaumm
noTeHunana gencrens. ®asa paHHen M YaCTUYHON
penonsapusaumm NPoMCxXoaunT 3a cHeT Bbixoda K+ Yyepes NoHHbIe
KaHanbl MeMbpaHbl, NpoBOASALLME TPAH3UTOPHbIN BbIXOOSALWMNA TOK
(Ito). B pesynbraTe Takoro TpaH3MTOPHOIO BbiXo4a MNOMOXUTENBHO
3apA’KEHHbIX MOHOB KIleTKa Ha KOPOTKOe BpeMSt HaCTUYHO
penonspuayeTcd. 3Ta YacTuyHasi penonapusauns akTusmpyet
Bxoaswmn Ca2+-ToK, N y NnoTeHuuana gencTeus HaunHaeTcs dpasa
nnaro.

[ - cBA3b NOTEHUMana 4encTBmA y3roBoKn KNeTkn cepgua c
MOHHbIMW TOKaMW. B OCHOBE CMOHTAHHbIX U3MEHEHNIN MEMBPAHHOIO
noteHumana (I'1) B cuHoaTpuanbHOM yare nexar Tpu Toka (I'2):
HeceneKkTUBHbIN BXOAALLNN TOK (If), KOTOpbIN NepeHOoCUTCH
KaTnoHamu n He 6rnokupyetca TTX, meaneHHbin Bxogawmmn Ca2+-
TOK (ICa) n BbIxoaAaLWwmMM K+-Tok (IK)



MexaHoCceHCUTUBHbIE NOTEeHUMArb

Ha pucyHke 1-81 A nokasaHa HenpepbiBHasa perncrtpaumsa OnoanekTpn4eckon akTMBHOCTU N30SIMPOBAHHOIO
KapAanomuoumTa neBoro Xenygo4ka Mbily B YCIOBUAX €ro pacTsaXeHnsa Ha 6 U 8 um, nonyyeHHas MeTogom
patch-clamp B KOHurypauumn whole-cell. l'loka3aHo nameHeHne noteHUnana nokos y noTeHumnana gencTBus KNeTkn
Nnpu ee OUCKPETHOM pacTshKeHun. Kpome Toro, BO3HUKAKT IKCTpa-noTeHumanbl 4eNCTBUA.

B HopmanbHoM pacTBope Tupoae ¢ ncnornb3oBaHueM patch-clamp B KOHpurypauun whole-cell nsonvpoBaHHble
KapAnOMMOLMTbI 300POBOT0 Xenyaodka MOPCKOM CBUHKM OTBEYaloT Ha pacTaXXeHne USMeHEeHNeEM BENUYnHbI
noTeHumana nokos U AnUTenbHOCTU NoTeHunana oencTBus. [lokasaHo, YTo pacTaXeHne Ha 2 1 4 pm He MeHsaeT
BENUYMHY MoTeHLmMana nokos u gopmMy noteHumana geucTemga KapamoMmoumnToB. PacTskeHne Ha 6 um genonapusyet
nokosiLytoca membpany B cpegHeM Ha 3 MB (puc. 1-81 b1), a pacTskeHue Ha 8 um genonapusyeTt B CpeaHeM Ha 6 mV
(puc. 1-81 B2). PactsaXeHue Ha 8 uM yarnnHAKT cge,u,Hme 3Ha4deHuns APD90 (Action potential duration - ANMTENBHOCTL
aMmnnNuTyAbl NnotTeHumnana gencTensa Ha yposHe 90% asbl penondpusanmm) ot 360 o 502 mc. Kpome Toro, pactsxeHune
Ha 8 um U ganee Ha 10 um 3anyckaeT 3KCTpanoTeHuanbl 4eUCTBUA, Ha4YMHaKLWMeCa OT ANacToNMMYeCcKoun
aenonapusauun.

Nanee npeacrtaeneHa (puc. 1-81 B) aMHamuvka pa3BuTUsi OQHOTO SKCTpanoTeHumnana 4encTBus B NpaBoM npeacepanm
KpbICbl, NepeHecLLen NHpapKT Mnokapaa, Npy yBeENMYEHUN CTENEHN PaCTSHKEHMS]

(1-5)npenapaTta. Bropon noteHuuan Bo3HMKaET npu gocTuxeHun SID (stretch-induced depolarization -
MexaHOoUHOyuMpoBaHHas genonapusaums) KpUTUYecKoro ypoBHS genondapusaumm (Ec = -66,6 mB).

MexaHOI/IHJJ,gLI,I/IHOBaHHbIe 9KCTpacucTonbl U udbpmnnnsaunsa ceBsasaHbl ¢ pa3BuTreM SID, KoTopasi NoABNSAETCH Ha
ypoBHe APD90. [1oka3aHo, YTO pacTsKeHNe TKaHU NPSMO BbI3bIBAET apUTMUIIO. SID, BO3HUKaOLWAsa Ha ypoBHe APDIO0,
COOTBETCTBYET NO3AHEN cga3e penonapusaunm, Korga MHakTMBauus noTeHumanynpaensemMbix Na+-KaHanoB yxe
ncyesna. OTHOCUTENBHO OonbLLME pas3nNUYna Mexay meMbpaHHbIM NoTeHUManom, npuHaanexatwium APD90, 1
paBHOBECHbIM NOTEHLMANOM AN MEXaHOCEHCUTUBHbBIX TOKOB, MOTYT CMOCOBCTBOBaTL reHepaLmm pasBntums
3CBCbeKTMBHOI/I OBVXKYLLEV CUNbl 4151 TOKOB, BXOAALWMX Yepe3 MCK 11 cOOTBETCTBEHHO CMOCOOCTBOBATL Pa3BUTHIO SID.
SID Ha ypoBHe APD90 MOXeT AenonapunsoBaTe MeMOpaHy 4O Nopora BCNeACTBUE akTUBaLUM ObICTPbIX Na+-TOKOB U1
NPUBOANTL K reHepaLmm AONOMNHUTENbHbIX MOTEHUManoB Aencteus. CHATUE pacTsXKeHMs TKaHW NOMHOCTLI0
YCTPaHANO0 3TN MEXaHOUHAYLMPOBAHHbIE U3MEHEHNS NOTEHLMana aAencTeus.

Ha pucyHke 1-81 [ Takke npeacTaBneHa gUHaMmnka pasButust O4HOMO SKCTpanoTeHUmana 4encTBms kKapgnommoumTa
NpaBoro npeacepaunst KpbIChl, NepeHecLlen MHapKT M1uokapaa, Npy yBenu4eHun cteneHn pactsixxeHus (1-5)
npenapaTa. Bropon noTeHuman BO3HMKAET NOcne OKOHYaHUA nepuoga abcontoTHON pedpakTepPHOCTU KNETKN Npu
OOCTUMXXEHWM B 3TOT Nepurop SID KpUTUYECKOro YpoBHSA aenonspudaunn (Ec = -67,7 MB)P



A Puc. 1-81. HoyumMpoBaHHble MeXaHU4YEeCKUM PacTSXKEeHUEM KIETKN
= noTeHumnanbl KapaMoMMOLINTOB.
] * l » A - BNMnUSAHWE pacTaXXeHUs N30MpoBaHHOIoO KapanommoumTta
' Jl Uk L i j\ NEBOTO XeryA04Ka MbILLW HA MOTEHLMAs MOKOst 1 NOTeHLMarn
L JL ST UULL 6 OENCTBUSA B YCITOBUAX €ro pacTaKeHns. 3anncb nosnyyeHa
f- s {? V ; MeTOAO0M patch-clamp B KoHpurypaumm whole-cell. Cumaon « [1»

) — MapKNpyeT MOMEHTbI YBENUYEHUA pacTAXKEHUSA KNETKN (Ha 6 um U
8 um), a CUMBOJ « [1» - MOMEHTbI BO3BpaLLEHNsA K UICXOOAHOMY
pacTsXeHuto. AP - noTeHuuan encTens, Em - noteHuman nokos. b
- MEXaHOMHAOYUMpPOBaHHas genondapusauns memopaHol
L_ T N30NMPOBAHHOIO KapanomMuoLumTa, yonnHeHne noteHumana

— -85 AenCTBUSA U BO3HUKHOBEHME JKCTpanoTeHuUnanoB JeNCTBuS,

woome: B s i 3aperucTpmpoBaHHble METOOOM patch-clamp B KOHUrypauum
whole-cell. b - kKapgnoMmounT NpPaBoro Xxenyagoydka MOpPCKoU
CBUHKW, pacTAHYTbIW Ha 6 um. [NokazaHo n3mMeHeHne BeSfIMYnHbI
noTeHuUmnana nokos n popmbl AP (KpacHasa kpusasi). B -
— 85 KapAWOMMOLIUT NPaBoro Xesygo4vka MOPCKOW CBUHKWU, PaCTAHYThIN
R Ha 8 um. [poaEMOHCTPUPOBAHO N3MEHEHWNE BENUYNHBI
noTeHumnana nokosi, Popmbl AP 1 BO3HUKHOBEHME 3KCTpa-AP

- 0 (KpacHas kpusas). [ - aMHaMmmnka NnpeobpasoBaHuUs
MexaHoMHOYyLUnpoBaHHOUW genonspuaauum Ha yposHe APD90 B
noteHuuan genctens (AP) npu pasnnyHbixX cTeneHax (1-5)
pacTsXXeHusa npenapara. Ec - KpUTUYECKUI YPOBEHb
aenonapusaumn. [l - ouHaMmmnka nosiBreHus
MexXaHOUHAOYLMPOBaHHOW aenonsapusaunm Ha yposHe APD90
(Action potential duration - ANUTENBHOCTbL NOTEHUMArIa AENCTBUSA
Ha ypoBHe 90% dhasbl penonspusauyunm) n ero porsib B

S — Sirslch
(pacTaxemue)
C — Control

(KONTpONG)

mV

-66.6 rrx‘."J

100 mc



MexaHOCeHCUTUBHbIE TOKWU

* Ha pucyHke 1-82 A nokasaHbl OpuUrmHarnbHble KpUBbIE, MOMyYeHHbIE
MeToAO0M patch-clamp B KOHGUrypaunm whole-cell Ha KapgmomuouunTe
Xenyaodka 4o ero pactaxXeHusd &bmonemsaﬂ KpuBasi) U Nocrie ero
pacTaXxeHua (KpacHasa Kpusas). M3 pucyHka cnenyer, YTo pacTsKeHne
KapanomMumoumTa NpnuBOAUT K CMELLEHUIO B HEraTMBHYH obnacTb TOKa,
BO3HMKAIOLLEro Npu NogaepXXnsaemMom noteHumnare. 3To CBUOAETENbCTBYET
O Hannunmn Bxoasduliero Toka vyepes MCK.

 lanee (puc. 1-82 B) npeacrtaBneH TUNUYHbLIN NPpUMEP U3MEHEHUSA BONMLT-
amMmnepHOM KpMBOW KapaAnoMmUoLMTa Yenoseka 0 pacTsaXeHus (onoseToBbie
TPEeYyroribHUKN, 00beANHEHHbIE KpVIBOU} N MPpW ero pacTsXXeHun (KpacHble
TpeyronbHMKK, 0bbegnHeHHble KpnBon). CMeLLeHne KpuBoUu B 0briacTu
oTpuUaTerbHbIX NOTEHUMANOB CBNOETENLCTBYET O HANTMYNKN BXOASLLETO
MOHHOro ToKa Yyepe3 MCK.

* Ha puc. 1-82 B noka3saHbl SAC KNeTok cepaLua, KoTopble akTUBUPYIOT €ro
np|||/|no>|<eth(;eM OaBrieHna B patch-nMNeTKy, Haxo4ALyrcsa B KOHUrypauum
cell-attached.



p 140 mc (o7 -45 8o 0 mV)
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Puc. 1-82. MexaHOCeHCUTUBHbIE TOKU U KaHanbl.

A - opuUrnHarnbHble KpuBble, NOMYyYeHHbIE

mMeToadom patch-clamp B koHUrypauun whole-cell Ha
KapauomMuoumTe NeBoro Xenyagoyka MOPCKOM CBUHKU A0
(bnoneTtoBasi KpmBasi) 1 NoOcne ero pactTaxXeHus (KpacHagd
Kpueas). CMeLlleHMe TOKa Npu nogaepxmsaemMom
noTeHUMane nokasaHo CTPESIKON.

Ha pucyHke nokasaH L-tun Ca?*-Toka v no3aHuii ToK (1),
npu4yemMm KOMMNoHeHT K+-Toka B No3gHEM TOKe noaasrieH
noHamm Cs. Na*-Tok nogaBneH nogaepxmBaembiM Ha
ypoBHe -45 MB noteHunanom. MembpaHHbIn noTeHuman
cMellarncs oT nogaepxusaemoro noteHuuana (-45 mB) oo
0 mB.

b - akTnBauma HecenekTMBHOINO KAaTMOHHOMO TOKa Mnpu
pacTsXKeHun Ha 4 UM KapgmomMuoLmTa JIEBOTrO Xenyao4ka
YyesioBeka B YCNoBUAX NogasrieHHoro noHamm Cs
Kanuesoro Toka. |-V KpmBble No3aHMX TOKOB, U3MEPEHHbIX
B koHUe 140 mc umnynbca (I, oTmeyeHbl
TpeyronbHuUKamu), u [-V Kpueble, xapaktepuayrLime
paboty L-Tuna Ca®*-kaHanos (I, OTMeueHsbl
Kpy>koukamm). |-V KpmBble MeMpraHHblx TOKOB [0
pacTaxXeHUs - PUONeToBbIe KpUBLIE, a Ha OoHe
pPacTAXeHUS KNeTKN Ha 4 UM - KpaCHble KpuBbIe.
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