Paspen «[oTeHumnan gencrtBusa»

B 1939 r. A. XoaxkuH n A. Xakcnun sapeructpuposanu noteHuunan gencrensa (M4a)
OT MMraHTCKOro akcoHa kanbmapa. Okasanocb, YTo noTeHuman membpaHbl akcoHa
npu BO3OYXAEHUN MEHAET 3HaK (CTAHOBUTCA MOJSIOXKUTENbHBIM), TaK e Kak U B
akcnepumeHTtax HO. bepHLTENHA, BbINOMHEHHbBIX HA MblILULE.

HODGKIN, A. L. AND A. F. HUXLEY Action potentials recorded from inside a nerve fi-
bre. Nature 1939, 144: 710-711

A. XogxknH (A. Hodgkin, 1949 r.) A. Xakcnu (A. Huxley, 1974 r.)




HobGeneBCcKylo nNpemMuio KanbmMapy 3a ero ruraHTCKuu akcoH !!!

B 1936 r. anrnunckun 3oonor [x. AHr onuncan oco-
Oble OJIMHHbIE TSXKU Y KanbMapoB M KapakaTul, KO-
TOpble OKaszanucb Heobbl4alHO TONCTbIMU akCOHaMN,
a He KPOBEHOCHbIMW COCyAaMW, Kak cyuTanocb pa-
Hee. OHW nony4Yunn HasBaHWE 2u2aHMCKUX aKCco-
HO8 1 CTanu M3nbneHHbIM ODBLEKTOM AN MU3yye-
HUA PYHKUNA.

Young JZ (1936) Structure of nerve fibres and synapses in some
invertebrates. Cold Spring Harb Symp Quant Biol 4:1-6

3Bezg4aTeId ranr nun

FuraHTcKkui akcoH

rogapss CBOMM KpPYMHbLIM pasmepam 3TU aKCOHBbI
ObICTPO MpPoBOAAT BO3OYyXOeHMe, obecrneudnsaroT
TEM CaMblM CUHXPOHHYIO aKTMBaLUUIO MbILLL, MaH-
TMn. CoKpawasachb, 3TN MbILULbI BbI3bIBAIOT PE3KUM
BbIOpOC BOALI, Onarogaps 4emy kanbmap genaet
Opocok Hasag,

HaRL
Kanemap Loligo v ero ruraHTckue akcoHbl. bna- /




'MraHTCKMmM akCoH Karnbmapa
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gA) Diagram of a squid, showing the location of its giant nerve cells. Different colors indicate
he neuronal components of the escape circuitry. The first- and second-level neurons

originate in the brain, while the third-level neurons are in the stellate ganglion and innervate
muscle cells of the mantle.

#B) Giant synapses within the stellate ganglion. The second-level neuron forms a series of

ingerlike processes, each of which makes an extraordinarilylarge synapse with a single
third-level neuron.

(C) Structure of a giant axon of athird-level neuron lying within its nerve. The enormous
difference in the diameters of a squid giant axon and a mammalian axon are shown below.



NoTteHunan gencrTBuUA

M4, sapernctpupoBaHHble A. XOAXKMHOM M A. Xakcrm OT TMraHTCKOro akcoHa

Karbmapa, NOMeLLEHHOro B MOPCKYH BOAY.
HODGKIN, A. L. AND A. F. HUXLEY Action potentials recorded from inside a nerve fi-

bre. Nature 1939, 144: 710-711




NoTteHunan gencrTBuUA

M4, sapernctpupoBaHHble A. XOAXKMHOM M A. Xakcrm OT TMraHTCKOro akcoHa

KanbMapa, NOMeLLEHHOro B MOPCKYH BOAY.

HODGKIN, A. L. AND A. F. HUXLEY Action potentials recorded from inside a nerve fi-

bre. Nature 1939, 144: 710-711
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Okasanocb, 4yto amnnutyga [/ 3asucena oT
KOHLeHTpauun noHos Na' BO BHeELLHEM pac-
TBOpe. [lpn 3TOM noTeHUMan MNOKOS NpaKkTu-
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HaTtpueBas runortesa

Mpwn otcytcTBUM noHoB Na' B HapyxHon cpeae M/ He Bo3HuMkaeT. Ha ocHo-
BaHWM Takux pesynbTaTtoB ObiNO BbICKa3aHO MNpeanonioxeHne, 4yTo asa
nogbema n «sepwmHa» [ (overshoot) obycnoBneHbl BPEMEHHbIM MOBbI-
LLIEHNEM MPOHMLIAeMOCTN MemBpaHbl An8 MoHOB Na“ 1 ero BXOA0M B KMETKY.

CnepyeT oTaartb A0MKHOE coBpeMeHHUKY tO. bepHwTenHa 3. OBEPTOHY, KO-
Topbin B 1902 r. caenan BaXHOEe OTKPbITUE, COCTOsILLIEE B TOM, YTO ANS re-
Hepayuuu M B HepBe Heobxogum Na’. Ha ocHOBaHMM CBOUX Pe3ynbTaToB OH
BNEepBbI€ BblABUHYMN NPEANOIOXKEHNE O TOM, YTO passutue 1 obycrnosneHo
Na'-nposogumoctbio. OpgHako pesynbTathl 3. OBeproHa ocranuch 6e3
AOIMKHOrO BHUMaHNSA CO CTOPOHbI COBPEMEHHUKOB.

KoHueHTpaumsa noHos Na* Bo BHeKneTouHoit cpeae npumepHo B 10 pas Bbli-
LIe, YeM BHYTPMU KNETKN, No3TomMy Eyna+ coctaBnset +50-60 mB. AbcontoT-
HOe 3HayeHue noTeHuunana Ha sepwmnHe 1 B akcnepmumeHTax A. Xo4XXKNHa
n A. Xakcnm Haxogunocb B 3TUX npegenax.

RT  [Na'lou
Ena+ = In ~ 58 mB
nF [Na™]i,




Ernest Overton's Contribution to the Cell Membrane
Conclslpt: A Centennial Appreciation
e

Arnost inzeller
Physiology 12:49-53, 1997. :

In a series of three lectures in 1895-1899, Charles Ernest Overton (1865-1933)
pioneered three fundamental concepts of the structure and function of cell
membranes: 1) the lipid theory of cell permeability, 2) the lipid theory of
narcosis, and 3) the involvement of an Na* /K™ exchange in muscle and

nerve excitability.

The sum of observed data led Overton to
suggest that the initial phase of the excitation
process in muscle and nerve is due to an (per se
electroneutral) exchange of Na' entering the

cells for K™ loss. \

Overton, L. Beitrdge zur allgemeinen Muskel- und
Nervenphysiologie. Il. Mitt. Ueber die Unentbehrlich-
keit von Natrium- (oder Lithium-) lonen fur den Con-
tractionsact des Muskels. Pflucgers Arch. 92: 346-386,

1902.



3ameHeHnsa noteHuymana memopaHbl BO BpPEMS
reHepauuu N0 obycnaennealoTCs HECKONBbKUMM TOKaMW:

Na™- n K'-npoBogMMocTu (gna ¥ gk) U pesynbTupytoLme Toku (I, 1
lk) CNOXXHbIM 00pPa30oM 3aBUCAT KaK OT BPEMeHu t, Tak U OT n3me-
HSAKOLLIEeroca BO BpeMeHn membpaHHoro noteHunana V(t):

INa(V:t) = gNa(V:t) [V(t) _ ENa]:
(V1) = gk(V,1) [V(1) — Exl,

BLICTPLIN MOHHBIN TOKA lio,, TEKYLUMN Yepe3 MemMmOpaHy, npeacras-

nset cobort cymmy Na*- n K'-Tokos:

Iion(VJt) = INa(Vit) + IK(Vit)
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N3ameHeHna noteHuymana memopaHbl BO BpPEMS
reHepauuu N obycrnaennealoTCs HECKONTBKUMM TOKaMW:

B membpaHax HEMPOHOB MPUCYTCTBYET TakXe TaK Ha3blBaeMbl TOK
yTeuku |, (OT aHrn. leak), npoTekaromn Yepes gpyrue (noteHuman-
He3aBUCUMbIE) KaHanbl. B mMemOpaHax akCoHOB (HanpuMmep, akcoHa
Kanbmapa) 3TOT TOK cnabo BblpaXXeH U BKNag €ro B USMEHEeHUe Mno-
TeHUMana oTHoOCUTEeNbHO He3Hayum. OgHako B membpaHax HEMPOHOB
STOT TOK COrocTtaBuM C MOTeHUuuan-3aBUCUMbIMA TOKaMK, MO3TOMY
ero Takxe HeobxoAMMO y4nTLIBaATL NPU pacyeTe noTeHumana:

IL(V.) = aulV, 1) [V(H) - EL].

Extracellular
@]
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N3ameHeHna noteHuymana memopaHbl BO BpPEMS
reHepauuu N obycrnaennealoTCs HECKONTBKUMM TOKaMW:
BhicTpble M3aMeHeHUsa noTeHuuana npu passutum N npuBoaaT K reHepauunm

EMKOCTHOIo ToKa |, KOTopbIn 0bycnaBnuBaeT 3apsa U paspss memopaHHO!
emMmKocTu Ciy:

|C(t) =Cn dV(t)/dt Extracellular
Heobxoammo OTMETUTb, YTO 3TOT TOK I l » T o, T leae T
3adBUCUT TOJTBKO OT BPEMEHMN. /
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Intracellular

Takum obpasom, obunn 1ok Iu(V,t) npn reHepayun N npeacraBnaet codboin
CYMMY NepeymnCrieHHbIX TOKOB:

IM(V,1) = Ina(V, 1) + 1V, 1) + 1L (V1) + Ic(t)



NMpobnema namepeHna TokoB

PasgeneHne nepevymcrieHHbIX TOKOB, 3aBUCUMbIX Kak OT BPEMEHW, TaK U
camoro noteHuuMana, npeactaBnsaeT cobon TpyaHyo 3agadvy n Tpedyet
MCMNONb30BaHUSA HECKONMbKNX cneLmnarnbHbIX METO40B O4HOBPEMEHHO.

Hanpumep, 4ToObl 4OKa3aTb, YTO B ocHoBe [1[] nexart nameHeHus
npoBoanmocTen ana Na* n K, Heobxogumo HanpsMyr U3MEpPUTb 3TH
nokasatenun. OgHako 4YToObl pelnTb 3Ty 3agadvyy Heobxoanmo
NpeoaosnieTb ABe Npobnemsl:

1) TOKK, NpoTeKarLme Yepes MeMbpaHy, NpUBOAAT K UBMEHEHUIO
MeMbpaHHOro noTeHumana, YTo B CBOK ovYepeab Bbl3blBAET M3MEHEHUS
npoBoaguMocTen. ITa npobrnema Obina pelleHa NPy UCNoNb30BaHUK
MeToaMKN chukcauum noteHumana, paspaboraHHon K. Koyrnom. lNpu
HEM3MEHHOM YPOBHE NOTEHLMana Tokn 0yayT oTpaxaTb M3MEHEHUS
NPOBOAMMOCTN MeMBpaHbl, KOTOpPblE HE 3aBUCAT OT NoTeHUMana.

2) yToObI uccriegoBaTb Toku Na™ 1 K¥, a Takke TOK yTeukn B
OTAENbHOCTU, NX HAAO pa3aenuTb. B paHHMX nccnegoBanusx Na* Bo
BHELLHEM PACTBOPE 3aMEHSNM Ha KaTMOHbI BoNbLIOro pasmepa
(XOnuH), He NPOHUKaLLMN Yepe3 MemMbpaHy. 3aTeM cTanu
MCMNONb30BaTb CerieKTUBHbIE OrIoKaTopbl AN KaX40ro TMna NOHHbIX
KaHarnos.



OKBUBasreHTHas afieKTpMyeckasi cxema MemMbpaHbl akCoHa

NOHHBbIN TOK,

eaVHULY NNKRTaRRIWBRBISKAET BiERpE-
MA reHepauun [1[, onncbiBaeTca ypas-

HEHUNEM.

Im

Im = Cm D\//D‘I: + Ii
- 00WKMIN TOK, NpoTeKaLWmin Yepes
MemOpaHy;
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dukcauus npocTpaHCTBA

Ncnonb3ys ANVHHBIE CTUMYNUPYIOLWMA (BHYTPK

Y
aKCoHa), PEerncTpupyroLmnm (BHYTPM akcoHa) U /

BHELLUHWUWA 9NEKTPOAbl, MOXHO WCKIIOYUTbL pac- /
npocTtpaHeHune N[ no BonokHy, u N[ (Tak Ha3bI- ‘: =
BaeMbI « ) A

chparmeHtaM BRI E [dHNoBpaNIBIAST. mee

HWe B YaCTHbIX MPON3BOAHbIX

HEeHnemM B 0BbIYHbIX NPOonN3BOAIRMEHAETCA Yypa

Im = Cm dV/dt + |;
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dukcauma noteHumana

Ecnn noteHuyuman 3adukcupoBaTh
( Ha olknagkax Mem@padyer@ KoHARKIRGORA-
ARQUSBRALIAA «BROTNGHEEVCRSNNYMHBI paBHa Bpdi§aeTcs go: TO

1A V/iINnNADpuUuaAauliia v/




MpuHUKMN paboTbl aNIeKTPUYEeCKon cxembl ana dmkcaumm no-
TeHuuana Ha membpaHe akCcoHa

PasHOCTb NOTEHUMANOB NO pasHble CTOPOHbI MeMOpaHbl PUKCUPYETCH C MOMO-
LLIbHO SSTIEKTPOHHON CUCTEMbI C 0DpaTHOM CBA3bHO. [1pn 3TOM NOTEHUMAN MOXHO

CTyneH4ato USMEHATb Ha mo6y+o BEJINYNHY.

Takoin MeTop no3BOnseT N3IMEPATb MOHHbIE TOKWU, MPOTEKAKLLUMNE 4HEPE3 MEM-
6paHy Yyepesl KaHallbl, KOTOpbl€ aKTUBUPYKOTCA NP N3SMEHEHNI NMOTEHLMNanNa.

‘ + ® ynpasnsaoLmn
noTteHyuan
TOKOBbIW 3MEeKTPOs, .

BBEAEHMe
TOKa

PErNCTPUPYIOLLIUI 3NEKTPOA
Vm
i perucTpauus

namepeHue noteHunana
TOKa




MpuHUKMN paboTbl aNIeKTPUYEeCKon cxembl ana dmkcaumm no-
TeHuuana Ha membpaHe akCcoHa

B cootBeTcTBUM C 3akoHOM OMma, ecnu HanpshkeHne Ha MmembpaHe NOCTOSIHHO,
N3MEHEHNS TOKa OAHO3HAYHO CBsI3aHbl C M3MEHEeHusiMu nposoaumMmocTn g (06-
paTHOW COMPOTMBIEHMIO R), KOTOpbIE B CBOK OYepedb CBSA3aHbl C OTKPbIBAHUEM

N 3aKpblBaHNEM MOHHbIX KaHalloB.

V =I*R =1/g const

TOKOBbIWN 3M1eKTpoa

PErncCTpUpYIOLLNIA 3NEKTPOL

n3mepeHue
TOKa

BBEEHUNE
TOKa

‘ + ® ynpasnsoLmin
noteHuuan

>

OV,

perucTpaums
noteHuuana



NMpuHUMN PaboTbl 3NEKTPUYECKOUN CXEeMbI
ana oukcaumm noteHumana

[py NOMOLUM YyCUNUTENS-PErynaTopa BHYTPUKNETOYHbIA MOTEHLUMaN CpaBHU-
BalOT C yNpaBnsoLLMM NOTEHLMAaNom.

OTKNOHEHNe mMeMOpaHHOro noTteHumMana oT yrnpaBnsLLIero ycunmeaeTtcs, u
Ha BbIXO/€ YCUNUTENS BO3HUKAET YNpPaBnsoLLUA TOK.

OTOT TOK TeYeT uYepes INeKTPoAbl, PacrnofiOKEHHbIE MO pPasHble CTOPOHbI
mMmemOpaHbl, B TAKOM HanpaBfeHUN, 4TO MeMOpaHHbIN NOTEHLMan BHOBb CTa-

HOBUTCA paBHbIM yrnpaBndaloLLEMY.
+ -
‘ @ )"PasnsioLnit
noteHyuan
TOKOBbIW 3NeKTpoa =

BBeAeHune
TOKa

PErMCTPUPYHOLLNIA 3MEKTPOS
f‘ >——10v,
5 perucrpaums

n3MmepeHune noTeHumnana
TOKa




NMpuHUMN paboTbl 3NIeKTPUYECKOU CXeMbl
Ana pukcauum noteHumana ( eHue)

B oTBET Ha cTyneH4aTylo Aenonspusauynio OTKPbIBAKOTCSA HaTpuesble (MK Kakue-
nnbo Apyrve) KaHanbl, COOTBETCTBYIOLLNE MOHbI BXOAAT B aKCOH MO 3NIEKTPOXMMU-
YECKOMY rpaueHTy N NepPeHOCAT C cobon anekTpudeckne 3apsaabi.

3Tn 3apsaabl caBuraloT MeMOpaHHbIA NOTEHUMan B CTOPOHY Aenonspusaugnn, ogHa-
KO, 3TO OTKINOHEHMNE KOMMEHCMPYETCS B pe3ynbTaTe yAaneHus u3 KneTkn n3bbiTou-
HbIX 3apPSA0B C MOMOLLbIO YCUNUTENSA-PerynsaTopa.

[Mpy 3TOM 3anNUCbIBAETCA TOK, KOTOPbIA NOAAETCHA YCUNUTENEM ANS NOAAEPKAHUS
MemMOpPaHHOro noTeHUmana Ha HeoOXoAMMOM YPOBHE. OTOT NPOTUBOMONOXHbLIN MO
3HaKy TOK paBeH no abCconioTHON BENMMYMHE MOHHOMY TOKY, NpOTeKaloLemy Yyepes

MeMbpaHy.
p y . + B ynpasnsoLui
noreHuman
TOKOBbIV 3NeKTpoa -

BBEAEHME
__| Toka

ﬂ >——-10V,,
: perucTpaums

namepeHue noreHuuana
TOKa

PErucTpupyIoLLUin ANEKTPoa




ATOT MeToA OKa3arics peBOSIIOUMOHHBIM A1 CBOEro BPeMeHU, NOCKOSbKY
npegocTaBvn psag NPUMHUMNUANbHbLIX BO3MOXHOCTEW AN UccrnefoBaHus
BO30YyAUMOCTMU KINETOYHbIX MeMOpaH:

EmMKOCTHOM TOK I Obin yoaneH us obLero Toka, NOCKONbKY OH UMEET MeCTO
TONbKO BO Bpelvm ObICTPbLIX NPOLECCOB N Pa3BUBAETCS B MNEPBbIE HECKOMNBKO MKC.
[Mpn gnuTenbHOM nogaepXXaHuu noTeHuuarna Ha NOCTOSIHHOM YPOBHE
anddpepeHunan dV(t)/dt=0, n, cnegosaresncHo, | -0 OTHOCUTENBHO MeasieHHbIe
(nopsigka HeCKOMNbKNX MC) MOHHbIE TOKKN Boree I'IpOLI,OJ'I)KI/ITeJ'IbeI N MO3TOMY
MOryT ObITb U3MEpPEHbI HE3AaBUCUMO OT I

MemOpaHHbIM NoTeHUUarn MOXeT bbITb 3adoMKCMpOBaH Ha NtobOM TeCTOBOM
YPOBHE 1 OCTaBaTbCs HAa 9TOM NMOCTOAHHOM YPOBHE CKOSb YrogHo aonro. [Npwu
9TOM NpeacTaBnsaeTca BO3MOXHbIM PErMCTPUPOBaTbL BPEMEHHYIO ANHAMUKY

PEe3ynbLTUPYIOLLNX NOTeHUMan-3aBMCUMbIX TOKOB, aKTUBUPYEMbIX N3MEHEHNEM
noTeHumnana.

Bapbl/lpyﬂ amnnmyp,om npunpaweHnda notTeHumnana, BbiABNAKOT 3aBUCUMMOCTb
WOHHOM npoBoAMMOCTU OT M6M6paHHOI'O noTeHuuana.



JTOT MeToA, oKasasicsl PeBONMOLUOHHbIM A1 CBOEro BpeMeHHM,
NOCKOMbKY NpeaocTaBun psaa NpUHUUNManbHbIX BO3MOXHOCTEMN
ANsi uccriefoBaHUA BO30YyAUMOCTU KNeTOYHbIX MeMOpaH:

«  Qukcupysa Ha membpaHe onpeaeneHHbiv (KOHANUNOHNPYIOLWNK) YPOBEHb
noTeHuuana ans ctabunusaumm ee COCTOSAHUS, MOXHO MccregoBaTh NpoLecesl
aKTUBaLMU N MHAKTUBALUM MOHHbIX KaHaNoB B 3aBUCMMOCTU BPEMEHU U
noTeHumnana.

*  M3MeHAa KOHUEHTpaUMN MOHOB No 06€ CTOPOHbI MEMBpPaHbl U/UNK YCTPaHSS
onpeaeneHHy NOHHYI NPOBOANUMOCTb C MOMOLL b0 HEMPOTOKCUHOB,
cneundnyeckn BNOKMPYOLWMX NOHHYIO MPOBOANUMOCTb, MOXXHO YCTAaHOBUTb
OTHOCUTESNbHbLIN BKNag INa n IK B OOLLMN NOHHbIW TOK.

« CyllecTBeHHbIM JanbHENLLMM pasBUTUEM METOLA SBUIIOCH MPUMEHEHNE
ONNHHBIX BHYTPEHHMX N BHELLHUX 3N1EKTPOAO0B, YTO NO3BONUIIO «3addnKCUpoBaTh
NPOCTPAHCTBO» - TaK Ha3blBAeEMbIN NpMeM «puKcaumm npocTpaHcTBa». ITO
obecnevnBano NOCTOSHHLIA YPOBEHb TPAHCMEMOPaHHOro NoTeHUmana u
OOHOBPEMEHHOE NpOoTEKaHNe 0gMHaKOBbIX NPOLECCOB B NOHOM Touke
BHYTPUKINETOYHOIO M BHEKINETOYHOIO NPOCTpaHcTBax 0e3 UCKaXXeHnn, KotTopble
MOITIN UMETb MECTO NPU pacnpoCTpPaHEHUN NoKamnbHbIX N3MEHEHNW NOTEHUnana
N, COOTBETCTBEHHO, MOHHbIX TOKOB BAOMb MEMOPAaH®I.



Cxema ycunurtens ¢ oopaTtHon cBA3bIO

Hodgkin AL, Huxley AF,

Katz B (1952)

Measurement of iop " 1
current-voltage relations in A

the membrar?e of the giant M?ML,F?MC
axon of Loligo. T

J Physiol (Lond) 116: ovo
424448 ME

sz

LI 1

-

Fig. 6. Schematic diagram of feed-back amplifier. Screen resistances, grid stoppers and other
minor circuit elements have been omitted. Ty, Ty, 7’5 and T’y are cathode followers; 7', T,
T, and T, are d.c. amplifiers. All valves were 6 AK 5 except T, and Ty which were 1223,
@ is a microammeter used in setting-up. S is a switch for short-circuiting G¢. M, is the
membrane in the central section of the guard system. M,, membrane in guard channels.
M,, membrane outside guard system. s, ¢, and 3, are currents through these elements.
7.4, fluid-resistance used to measure current (74(Q. at 20° C.). r,, resistance in series with
membrane (about 52Q. at 20° C.). z,,, impedance of large earthed electrode and sea water
between d and e. Potentials are given with respect to earth.



/lOHHbIE TOKM BO BpeM4
reHepauun '] B akcoHe
Kanbmapa

Hodgkin AL, Huxley AF, Katz B (1952)
Measurement of current-voltage relations
in the membrane of the giant axon of
Loligo.

J Physiol (Lond) 116:424—448
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MoHHbIe TOKM BO BpemsA reHepauuu N B akcoHe KarnbMapa

MeToanka ukcauum noteHumnana NOHHbIE
TOKN, No3BONACT PErNGToHPeRATEeHepaLnun

M. NPOXOABEWEERPHIDRABOHANYIWA MREOPSHEMNEpHbIE» XapakTepi-
cTuk@Kum

A. XoMgmPpaHe axgens C mcreRb3oBaHMeM 3toro metoja B 1952 r.
npoxogsauwme yepes memdpany so iR BISOYIMERNAN NOHHBIE TOKN,

internal potential

Hodgkin AL, Huxley AF, Katz B . B e (e

A. Iy, +Ig (curront
(1952) = 7

Measurement of current-voltage /
relations in the membrane of the 'S
giant axon of Loligo.

J Physiol (Lond) 116:424-448

i
( 2 4
timo (msec)

Freure 9. Separation of current into components carried by Na and K, from Hodgkin &
Huxley (xg952a, figure 5). A depolarization of 56 mV was applied at #=0; the temperature
wag 8-:5°C. Quiward current is shown upwards.




MoHHbIe TOKU BO BpeMd reHepauuu N B akcoHe Kanbmapa

MeToanka ukcauum noteHumnana

TOKM,

NOHHbIE

NO3BONAET pPernetpupemaTteHepaumnm
M. NPOXOABEWEERPHIDRABOHANYIWA MREOPSHEMNEpHbIE» XapakTepi-

cTuk@Kum
A. XoMgmPpaHe axgens C mcreRb3oBaHMeM 3toro metoja B 1952 r.

npoxogsauwme yepes memdpany so iR BISOYIMERNAN NOHHBIE TOKN,
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dapmakonornyeckoe pasgerneHme MemMopaHHbIX TOKOB

(A) Out 10 ~

Control

A. loTeHunan B HOpMaribHbIX YCIOBUSAX. 0

In -10L

B. Bnokuposaxue Na'-Toka TeTpogoTok- |B) g Out 10 77y

cuHoM (T TX). z
g
U

-g In -10L
Y
=

(@) Out 10 ~

TEA
C. BnokupoBaHue K'-Toka TeTpasTun-

ammoHuem (TEA). 0 V
In -10

0 5 104
Time (ms)




BpemeHHble gnuHamukun passutuga N4 (V) n onpegensaowmx ero MOHHbIX
npoBoauMOcCTEN (g, ¥ 9y ), paccumTaHHble A. XO4XKKUHBIM 1 A. Xakcnu
Ha OCHOBE pe3yribTaToB 9KCNEPUMEHTOB Ha NMraHTCKOM akCOHe
KanbMapa C UCronb30BaHMEM METOAMKN onKcauum noTeHunana.

E, . 1 E, — 0b03Ha4atoT ypoBHM PABHOBECHbLIX MOTEHLUMANOB Afis

N
COOTBETCTBYHOLLUNX NOHOB.
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BpemeHHble guHamukun passutuda N4 (V) n onpenenaowmx ero MoOHHbIX
npoBoAUMOCTEN (g, U di), PaccumTaHHble A. XO4XKKUHBIM 1 A. Xakcnu
Ha OCHOBE pe3yrbTaToB 3KCMNEePUMEHTOB Ha MTMMraHTCKOM akCOHe
Kanbmapa C UCMosib30BaHMEM MeTOAMNKU domKcauum noTeHumana.
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MHaKkTuBaumsa HaTpueBOM NPOBOAUMOCTN MeMOpaHbI

MemOpaHHbIN NoTeHUuan npeasa-
pUTENBHO (PUKCUpPOBaNM Ha onpe-
AeneHHOM ypoBHe (oT -46 MmB, ru-
nepnonspusauns OTHOCUTENbHO
noteHuymana nokos (-65 mB), ao
+29 MB, penongapusaums).

3atem membpaHy genonapusosanu
Ha 44 mB. B pesynbTarte perncrpu-
poBanu BxoaAawmin Na'-tok. Awm-
nNuTyaa Toka yBenuyueanach C ru-
neprnonspusaunen n ymeHboluanach
C genondpusauuen.
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MHaKkTuBaumsa HaTpueBOM NPOBOAUMOCTN MeMOpaHbI

A. MemOpaHHbIN TOK Npu onKcauum noTeHumana Ha ypoBHe noTeHumnana nokos

(-65 MB).

To xe npu ukcaumm nNoTeH-
Luarna Ha ypoBHeE:

-78 mB (B);

-59 MB (C):

_45 mB (D).
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(D)
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UHakTMBauua HaTpMeBOU NPOBOAUMOCTN MeMOpaHbI

(

[‘papmK 3aBNCUMOCTU MPOHOPMUPOBAHHON aMMNNTYAbl TOKa OT YPOBHA MEM-
6paHHOro noTeHUuana, Ha KOTopom membpaHy npeaBapuTenbHO PUKCUpOBa-
nn. «1» NoO oCKM opAMHAT COOTBETCTBYET aMnnuTyAe TOKa npu noTeHuuane
nokos. o ocn abcumce - BNEBO - runepnonapusauuns, Bnpaso — Aenonspusa-
LIMS OTHOCUTENBHO NOTEHUMana nokosa (-65 mB).

[pn yBENUYEHUN TUNEPNONAPUIALMN aMNIUTYja TOKa BO3pacTaeT, YTo 00b-
ACHAETCA YBENMYEHUEM YMCNa HEUMHAKTUBUPOBAHHbLIX (MOTEHLUMANBHO «TrOTO-

BbIX» K akTuBaumm) Na*-kaHanos.

[Mpn pgenonapusauyun, C-
NO  HEWHaKTUBMPOBARIARKRTEaMHANOB
YMEHbLLaeTCs

yBenuumeaeTdh 4YRCADBETHEREHEMpO-
BaHHbIX KaHanoBs.

[Mpn rnnepnonspusauyumm ~30 wmB
+

Bce Na -kaHanbl HeuHark@BMpPOBaHDI

( aKkTVBa-
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UHakTMBauma HaTpmeBon NPpoBOAUMOCTU MeMOpPaHbI
(NnpoaormkeHue)

[‘padpuK 3aBUCUMOCTU NPOHOPMUPOBAHHOW aMMNTyAbl TOKA OT YPOBHA MEM-
6paHHOro noTeHuMana, Ha KoTopom memOpaHy npeaBapuTenbHO OUKCUPOBA-
nn. «1» NoO OCK opaKuHaAT COOTBETCTBYET aMnnnTyae TOKa npwu noteHumane no-
koq. Mo ocu abcunce - Bnpaso - runepnonapmsaumsa, Bneso — genonapmnsauns

OTHOCUTENbHO NMOTEHUMaNa NokKos (NPUHAT 3a «0»).

[pn yBENWMYEHUWN TUNEPNONAPU3ALMM aMNNINTYAa TOKa BO3PAaCTaEeT, YTO 06b-
ACHAETCA YBENMUYEHMEM YUCNa HEVHAKTUBUPOBAHHbBIX (MOTEHLUMANbHO «roTO-

BbIX» K akTuBaumm) Na'-kaHanos.

[Mpn pgenonapusauyun, C-
NO  HEWHaKTUBMPOBARIARKRTEaMHANOB
YMEHbLLaeTCs

yBenuumeaeTdh 4YRCADBETHEREHEMpO-
BaHHbIX KaHas0B.

[Mpn rnnepnonspusauyumm ~30 wmB
+
Bce Na -kaHanbl HeuHark@BMpPOBaHDI
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AKTMBaAUMNOHHbIE U MHAKTUBALMOHHbIE MEXaHU3MbI
NpPoOoBOAUMOCTU MeMOpaHblI

J. Physiol. (1952) 117, 500-544

A QUANTITATIVE DESCRIPTION OF MEMBRANE
CURRENT AND ITS APPLICATION TO CONDUCTION
AND EXCITATION IN NERVE

By A. L. HODGKIN anp A. F. HUXLEY
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o, o, (V)1—m)— B, (7 )m
dt

D o, @)1= 1)~ B,
dt

ﬂ =0, (VY1-n)—-B,(V)n
dt



AKTUBaUuUA KanueBoun NpoBOAUMOCTH

V=0 V==25mV. . =0
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o N o o
| 1 1

HODGKIN, A. L. & HUXLEY, A. F. (1952)
The components of membrane conductance in the giant axon of Loligo
J. Physiol. 116, 473-496.



Potassium conductance (m.mho/cm?)

AKTUBaLUA KanueBou NpoBOAMMOCTMH
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Moaenb akTUBaLuU KanmMeBon NpoBOAUMOCTH

3aBUCUMOCTb BESTUYUHDI G oT BpeMeHI/I BcTaBrneHHbin
pI/ICyHOK — TO Xe B TeHeHune 1 -OU CEKyHObl

Gv (normalized)

t{msec)

n(t) =n, (V)= (n,(V,) —n,(0))e” ™"

Gy =Fen' = Feln. (V) - (0, W)= n, () |



KpI/IBaFI aKTUBaLUM KanmeBou npoBOAMMOCTHU
3aBMCUMOCTb BENTUYUHbI n_ OT noteHuuana
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KpI/IBaFI aKTUBaLUM KanmeBou npoBOAMMOCTHU

3aBMCUMOCTb BENTUYUHbI n_ OT noteHuuana
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AKTMBaUuAa KanumeBon NPoOBOAUMOCTU MeMOpPaHbI

Ona K*-npoBogmumocTtn A. XOoKKNH 1 A. Xakcnv BBENU NEPEMEHHYH0
n, KoTopas oTpaXxaeT 3aBUCMMOCTb NpoBoaAMMOCTU K* OT BpeMeHU U
noteHumnana. OHM ncnonb3oBanu ypaBHEHUE:

gK — n4*GK

B ypaBHeHun G, - MakcmanbHas npoBoAnMOCTb Ansa K*, koraa Bee
K*-kaHanbl OTKPbITbl U1 CNOCOOHbLI MPONYyCKaTb UOHbI.

3Ha4eHnsa nepemMeHHon n nameHsarTca mexay «0» n «1» kak pyHkuma
OT BpeMeHU 1 noteHuuana.

n* npencrasngeT Ao oT MakcumarnbHon K*-nposoanmocT B
OAHHbIN MOMEHT BPEMEHM.
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MHakTBauus HanMEBOﬁ npoBOoAMMOCTHU

Membrane potential Membrane current
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AKTMBaLUuAaA ” MHaAKTUBaLUUA HanMeBOﬁ npoBOoAMMOCTHU

V R m

Curve (mV) (m.mho/cm?) * hoo
—  (=00) (42-9) (1-00) —_
A - 109 40-3 0-980 (0)
B - 100 42-6 0-997 (0)
C ~ 88 46-8 1-029 (0)
D - 76 39-5 0-975 (0)
E - 63 38-2 0-963 (0)
F - 51 30-7 0-895 (0)
G - 38 20-0 0-778 (0)
H - 32 16-3 0-709 (0)
I - 26 7-90 0-569 (0-029)
J - 19 1-44 0-323 (0-069)
K - 10 0-13 0-145 (0-263)
L - 6 0-046 0-103 (0-388)
— (0) (0-0033)  (0-042) (0-608)

M =M — (Mo —My) €XPp (—1[7y,),
— m3
h=ho— (ke —hg) €xp (—t/73), INa Na



KpnBasi akTuBauuu HaTpMeBOW NPOBOAUMOCTH

3aBMCUMOCTb BENTUYUHbI m__ OT NnoTeHuunarna
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KpnBasi akTuBauuu HaTpMeBOW NPOBOAUMOCTH

3aBMCUMOCTb BENTUYUHbI m__ OT NnoTeHuunarna
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KpnBasi THaKTUBaUuun HaTpueBON NPOBOANMOCTM

3aBMCUMOCTb BENTUYUHbI hOo OT norteHuynana
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KpnBasi THaKTUBaUuun HaTpueBON NPOBOANMOCTM

3aBMCUMOCTb BENTUYUHbI hOo OT norteHuynana
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AKTMBaUMA U NHAKTUBaLUA HaTPpMeBON NPOBOAUMOCTHU
MeMOpaHbI

Ona Na*-nposogumocTtu A. Xo4KKknH 1 A. Xakcnu BBeNn NepeMeHHble
m wn h, KoTopble OTpaXkalT 3aBUCMMOCTb npoBoanmMmocTn Na* ot
BpeMeHn 1 noteHuymana. OHM Ucnosb3oBanu ypaBHEHME:

Oy. = M°h*G,

PaBHeHI/II/I G,. - MakcumarbHas nposogmmocTb Ans Na*, koraa Bce
Na*-kaHansbl OTKprTbI N CMOCOOHbI NPOMYCKaTb UOHbI.

3HaveHnsa nepemeHHbIX m n h nameHarTca mexgy «0» n «1» Kak
doyHKLKNSA OT BpeMeHU 1 noTeHunana.

MNpousseneHve m3h npeacraenser 4onto oT MakcumansHom Na*-
NPOBOAMMOCTW B AAHHLIN MOMEHT BPEMEHM.



AKTUBaLUA N NHaKTUBaLUA HaTPUEBOM

NpPoBOAMMOCTN MeMOpaHbI

« CHa4yana oHu nccrnegoBanu 3aBUCUMOCTb BEMNYUH M
n h oT noTeHunana, 3aapuKkcMpoBaHHOro Ha MmembpaHe
B T€YEeHMe JONroro BpeMeHH.

M= value of m reached at each
™Moo voltage after long time

h= value of h reached at each
voltage after long time

d >

o +k \/“ ' v-N



AKTMBaUUA U MHAKTUBaUMA HaTpUeBOM
NPOoBOAUMOCTU MEMOpPaHbI

3aTemM OHW onucanu 3aBUCUMOCTb
BENMUYUH M U h OT BpEMEHMN.

B kneTke B Te4eHmne Oonroro
BpeMEH nogaepxmBasjun
noTeHuuasrn Ha HEKOTOPOM
NOCTOAHHOM YPOBHE.

3aTteM ypoBeHb noTeHumana f \
cMmeLlanu ctyrneH4aTsiMm obpasom o — — == —
N oUKCMpoBanm Ha HEKOTOPOM b

OPYroM YPOBHeE. Inia —/\.

[1pn aTOM BENUYUHLI M U h
nepexoannu Ha Opyrou N o ofm
— Ve b

) 1?\\1& Luerent

CTabunbHbIN YPOBEHD. e o o — ~ o o A"
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UHakTBauusa HaTpmeBon NPOBOANMOCTHU
MeMOpaHbI (NPOOOITKEHME)

A. XodxkuH n A. Xakcsiu npearioxnnu npocTyro YMO3pUTENbHY (PU3NYECKYIo
MoAernb, KOTopasi B HEKOTOPOW CTENeHn Morna 6bl oTpa)kaTb pearibHOCTb. Takas

Mo[eNb NOMOraeT NPoAeMOHCTPMPOBaTh, Kak BxoasLwmin Na*-Tok 3aBUCUT OT
BPEMEHM 1 NoTeHUMana.

Na*-Tok nameHsncs Takum obpas3om, 4YTo ecrnm Obl OH UMen ABOE BOPOT, T.e. ABa
MexaHu3Ma, ynpasnsoLLInX NPOBOANMOCTbI0. « AKmuealyUOHHbIe» BOpoTa ObICTPO
OTKPbIBAOTCH, KOraa KneTka AenonapusoBaHa 40 NOPOroBOro YPOBHSA UX akTUBALIUN.
«MHakmueayuoHHbIe» BOpoTa MeJJSIEHHO 3aKpbIBalOTCS, KOrda KneTka
Aenonsipu3oBaHa Bbille nopora Ux akTueaLuun.

LdonycTtum, 4to Ka»q:lﬁuh Na*-kaHan nveet 3 akTuBaLMOHHbLIX (M) 1 1
NHaKTUBaLUWOHHbIe (h) BopoTa.

Chanwnel
¢
o A2 T bl /%/ E =
1 == =5
& “tha chvahom
W""'Cjo«t
Rasting (polavized) Tepolanzed A

MM VA ME ‘OMS g



UHakTBauusa HaTpmeBon NPOBOANMOCTHU
MeMOpaHbI (NPOOOITKEHME)

[1na oTgenbHOro KaHana nepeMeHHasi m oTpa)kaet BepOATHOCTb TOro,
YTO OZIHM M-BOPOTa HAXOOATCH B OTKPbITOM COCTOSHUU. m° —
BEPOSATHOCTb TOr0, YTO BCE TPOE M-BOPOT OTKPbITHI.

[na otaenbHOro KaHana nepemMeHHad h OoTpaxaet BEPOATHOCTb TOrlO,
YTO h-BOpOTa HaxXogATCA B OTKPbITOM COCTOAHUMN.

MpousseneHne m*h oTpaxkaeT BepOATHOCTb TOro, YTO BCE BOPOTa (M v
h) oTKpPbITbI, U KaHaN MOXET NPOMNYCKaTb MOHbI.

[MpoBoanmMmocTb Na*-kaHana onucbiBaeTcst ypaBHEHUEM:
— 3
gNa =m h*GNa

qua OoTpaXkaeT Jonto OT OOLLLEero YmMcrna noTeHunanbHO OTPbITbIX KaHaNoB

Na)'



AKTMBaUUA U MHAKTUBaUMA HaTpUeBOM
NPOoBOAUMOCTU MEMOpPaHbI

« (Cxema 4yepenoBaHMa pasnnyHbIX BO3MOXHbIX COCTOSSHUA m n h-BopoT
BO Bpems pasHbix a3 reHepaumn M (umkn A. XO0O0XKuUHa):

Ak =70 wY

thawned closed
0% 4 "owulo.ul‘




AKTUBaUMAa U MHaAKTUBaALUNA HaTPUEBOM
NpPoBOAMMOCTN MeMOpaHbI

dasbl reHepaumn N1,
Yncnamm otmeudeHsb! ¢oasbl
MA: 1 — MM, 2 — Bocxonsawas,
3 HUcxoasAwaa dasbl /.

V ,nV, - paBHOBECHbIE
I'IOTeHLI,l/IaJ'IbI ang
COOTBETCTBYOLLNX MOHOB.

/ 7z X
/s L2 N/
I I [ In
0 1 2 msec
Na*
CxemaTtuyeckoe otobpaxeHue umkna A. Xo0XKuUHa. % l % %
CocTtosiHne akTmBaumoHHbIX (Ana Na* n K*) un / /s /
MHaKTMBALMOHHLIX (Ana Na*) BopoT BO Bpems v o+ s '
pasnnyHbIX goas reHepauuu 4. HYucnamm otmeyeHsbl
dpasbi 1. Nat )
7 l / /
% S/




AKTUBaUMAa U MHaAKTUBaALUNA HaTPUEBOM
NpPoBOAMMOCTN MeMOpaHbI

CxemaTtnyeckoe oTobpaxeHue umkna Cuapymu
A. XoodxkuHa. CocTosiHne
akTuBauMoHHbIX (ans Na* n K*) u
NHaKTUBALMOHHbLIX (ansa Na*) BopoT
BpeEMS pa3nunyHbIX dpas reHepaumm
MA. Yucnamm otmeveHsl dasbl N/

(1-A, 2-5,3-B).
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Cxema 4yepegoBaHMs pasnnUYHbIX BO3MOXHbIX COCTOSSHUIA m, h u n-BOpoT
BO BpeMsi pa3sHbiX a3 reHepaumn N (unkn A. Xo0xXKuHa)

m-BopoTa

KaHarbl TOKa yTeuku
(leak channels) fee-n potentlal/ outside 4

s > LA ' W
,5 "1 P

m\:dt‘

n-BOpoTa

h-BopoTa




AKTUBaUMAa U MHaAKTUBaALUNA HaTPUEBOM
NpPoBOAMMOCTN MeMOpaHbI

3aBUCMMOCTb COCTOSAHUA M- u h-BOpOT noTteHuman-3aBmcuMbix Na*-kaHanoB OT
mMemOpaHHoro noteHuyuana (MrI1, mB).

B unkne A. XodxXkuHa 005NV OTKPbITbIX M- 1 h-BOpOT peLNNPOKHO U3MEHSAIOTCH B
3aBUCUMOCTU OT NnoTeHumnana memopaHsbl. [pn genonspusauum npumMmepHo ot -50
MB ¥ Bbllle Jonsa OTKPbITbIX M-BOPOT Pe3ko yBenunymeaetcs, gocturas yposHs 50%
npu Aenonsipuaumn okono -26 mB (oTMeyeHo nyHKTMpom, V., ), OAHAKO B 3TO
BPeMsi [ONs OTKPbIThIX MHAKTMBALMOHHbLIX h-BOpOT yMeHbLIJaeTCFl 0o 0. Mogenb
0ObACHSAET KpaTKOBpeMEHHbIN xapakTep Bxoasiiero Na*-Toka.

100%

50%

-80 40V, 0 +40



BOpOTHbIe MeXaHU3MbI NOoTeHUNnan-3aBMCNMbIX Na'-kaHanoB

A. XoOxkuH u A. Xakcsiu npeanonoxunu, 4to aktmeauma Na+-kaHanoB cBsidaHa C
OTKPbITUEM CreumanbHbIX «BOPOTY», NPeacTaBnAloLLmMX COO0ON 3apsiKEHHbIE YacTULbI
(aunonu). NoBopoT aunons NpuUBOAUT K reHepaLum BOPOTHOIO ToKa.

Bopomusitd mox

o

aQHHbIU

Hapiyny ’(

Brgmpe

mois, mitA Jem?
)
—

4
<
—
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ACUMMETPUYHBbIN TOK CMeLLeHUs

B ycnoBusix NOHWXEHHOW KOHLEHTpauun noHos Na* B OTBET Ha Aenonapusaumio pe-
MMCTPUpyeTCca Manbin N0 aMnnTyae BbIXOASALMA TOK, OTparkalowmn 3apsia Mem-
OpaHHon emkocTn. OaHako, B OTBET Ha rnnepnonsapusaumio 3TOT €MKOCTHOM TOK
MEHbLLIE, YEM B OTBET Ha AENONAPM3aUMIO TakoWn xe aMnnnTyabl. PasHOCTb 3TUX TO-
KOB (BOPOTHbLIA TOK, UMW aCUMMETPUYHBIN TOK CMELLEHUST) COOTBETCTBYET Nepeme-
LLIEHMIO 3apaa0B, HanpumMep, NOBOPOTY AUMNONA.

a) penonapu3auuns 5
500
MrA/CM?
1mc
EMKOCTHOW A/ — +
_—"" 1\ BOPOTHbIA TOKK BOpOTH bl U Na TOKU
0) runepnonapnaaums
50
r-\ EMKOCTHOM TOK MKATCM
1mc + TTX

8) cymma a) u 6)

K&opomhm TOK




B ycnoBusxX NOHWXEHHOW KOHLEHTpaLuun noHos Na* B OTBET Ha Aenonapusaumio pe-
MCTPUPYETCS Manbii NO aMnnuTyAe BbIXOASLWMIA TOK, OTpaXkalowwumn 3apss Mem-
OpaHHon emkocTn. OaHaKo, B OTBET Ha runepnonapusaumio 3TOT €MKOCTHOMN TOK
MEHbLLIE, YEM B OTBET Ha AENONApM3aumio Takon xe amnnnTyabl. PasHoOCTb 3TUX TO-
KOB (BOPOTHbIA TOK, UMM aCUMMETPUYHBIN TOK CMELLEHUST) COOTBETCTBYET Nepeme-

ACUMMETPUYHBbIN TOK CMeLLeHuUs

LLIeHNIO 3apsA0B, HaNpuMep, MOBOPOTY AUMONS.
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EMKocmuol mox, A
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ACMMMeTPUYHBbIU TOK CMeLLeHuUs

A. XOOXKNH BbICKasan npeanonoXeHne, Yto npu genonapusaunm npoucxoanTt no-
BOPOT 6€nKoBOM BOPOTHOM (aKTUBALMOHHOW) YacTuubl (m-BopoTa), U Takum obpa-
30M OTKpbIBa€TCH MOHHbIN KaHan. Npn Bo3pactaHun genonapusauun B pesynbraTe
reHepauun [ nponcxoauT noBOPOT Apyron (MHaKTMBaAUMOHHOW) YacTtuubl (h-
BOPOTA), U KaHan 3akpbiBaeTcsa (MHAKTUBUPYETCS).

Na*

Out E
o 4 7
e N e y 2 ®
In »
Na*
A / A
//l‘ // // @

K+




OCHOBHbIe COCTOSIHUA HAaTPUEBbIX KaHanoB (LUK XomKKuHa)

B nokoe (

[Mpn genonapusauunm
Tnsupyetca (

[Mpn pnuTenbHoOW Aeno-
napusaunm

h-BopoTa 33HPEIBBASTCM-
OHHbIE),

y BHYPBSHRERKGTHAPIOHDI
MeMOpaHbl, W  KaHan
NHaKTMBUpyeTca (nepe-

CTaeT nponyckaTtb MWOHbI
+
Na).

Penonapusauyuns M-
OpaHbl po ypdésa 111
BHOBb MPUBOAUT K OTKPbI-
BaHMUO h-BOPOT N 3aKpbl-
BaHWIO M-BOPOT.

LenonspusoBaHa) kaHan He nponyckaeT WoHel Na',
nockonbMEIRPAHS HB-BopOTa.

m-BopoTa (aKTuBaLUNOHHbIE), akK-
+
OTKPIgRGEXEAR noHbl Na ). N KaHan
Na*
Out b = * %
# / ¥
e o1 L ©
In
KQ
Na*
A l ¥ Z
Z \ Lol |4 ©
+ + + K +
Na* ; .
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dPa3bl pechpakTepHOCTU NOTEeHUMana oencTeus

[loBTOpHas cTumynaumsa B nepuod dasbl abCcontoTHON pedpakTeEPHOCTU He Bbl-
3bIBaET reHepaummn noteHumana gencreus.

KpacHbiM 0603HayeHa BenMynHa nopora aktmeauum memopaHsbl.

[ToBTOpHaa cTUMynauua B nepunos dasbl OTHOCUTENBHOU pPedpakTEPHOCTUN Bbl3bl-
BaeT NnoTeHuman 4eNCTBUS MEHbLUEN aMNINTYAbI.
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da3bl pechbpakTepHOCTU NOTEHUMana AeucTBus

« [MpoTteonuTtnyeckne pepMeHTbl (HanpuMep, rMpPoHa3a Unu narnaux),
BBeEeHHble BHYTPUKMNETOYHO, OCNabnsaoT unu aaxe yctpaHsot Na'-
NHaKTUBaLMIO, YTO NPUBOAUT K aHOManbHO npoaomkutensHon Na*-
aKTUBaLMN U, COOTBETCTBEHHO, K NPOAOIMKUTENBHOW Aenonsipusasmu.

* AOBCONIOTHLIN peddpPaKTOPHbLIN Nepunod orpaHNYMBaET MakCUMarbHYHO
yacToTy reHepauun N B HeMpoHax 1 BOSIOKHaX, TEM caMbIM
NPEenATCTBYS HAPYLUEHUIO MOHHOIO DanaHca MeXxay KIeTKkom U
BHEKNETOYHOW cpeon.
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da3bl pechbpakTepHOCTU NOTEHUMana AeucTBus

Bo3nencteue fenornsipnsaumum MeMOpaHbl Ha NPOLIECChl aKTUBALINK U
nHaktTnBaumm Na™-npoBogMMOCTM MMEET BaxXHOe (hn3nonorn4yeckoe
3HayeHue:

1) OrpaHnuymBaeT Yactoty . lNockonbky nocne passutus N4
criegyet nepuog abcontoTHOM peddpakTEPHOCTU, CYLLIECTBYET HEKNN
MWUHUMAIbHbIN BPEMEHHOW MHTEpBAar, No NCTEYEHUN KOTOPOro MOXET
reHepupoBaTbcs criegytowmn MNO. CrnegoBaTtenbHO, 3TOT MHTEPBATT
orpaHnymBaeT MakcumarnbHyto Yactoty [, reHepupyemMbiX HENPOHOM.

2) NMpuBoauT K akkomogauun. Korga HepBHOE BOSOKHO crnabo
[enonspusyeTcs MeaneHHo HapacTatLMM NOTeHLanom (B oTnnymne
OT CTyneH4yaTon nenonﬂpmsaumm) Na*-mHakTnBaumnsa pasBmnBaeTcs
napannenbHo ¢ Na*-aktuBaunen. Takaa NOCTENEHHO HapacTatoLLas
nHakTuBauma Na*-kaHanoB npenaTcTByeT reHepaunn [ Boobuie.

3) imeeT oTHOLLEHME K pasfNyHbIM KITUHNYECKUM NPOSABIIEHUSIM.
Hanpumep, npouecc akkomoaaLuun Bbl3bIBAET HEPBHbLIN, MbILLEYHbIN U
KMLWEYHbIWN napanuy, KoTopblin 06ycnoBneH aAnnTenbHON
genonspusaunen (aenonsipn3aumMoHHbIn 6r1oK).



MexaHu3m akkomogauuu

U

a 6

a — ObICTpOe HapacTaHue pasapakatoLLero CTUMyna;
6 — MegneHHoe HapacTaHue pasgpakaroLero CTUMyna;
V — NoTeHumarn; u — ypoBeHb nopora

Ecnun KpyTuU3Ha HapacTaHusl Toka MeHbLLE HEKOTOPOW KPUTUYECKOU
BeNINYMHbI, TO BO3DYyXXaeHne BOOOLLE HE BO3HMKAET, HE3ABUCUMO OT
TOro, 4O Kakowu BernunynHbl JOBOAUTCS cuila ToKa.



MexaHu3m akkomogauuu
+50
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hMembrane Potential,

0 10 20 30
Time after beginning of stimulus, msec

Accommodation of the nerve membrane. Five superimposed traces show the
membrane response to linearly varing electrical stimuli with rates of rise
decreasing from a to e. Note that the critical firing level changes from a 21-mV
hypopolarization in a to a 28-mV hypopolarization in d, and no spike occurs in e.
Note also that the amplitude of the spike falls with decreasing rate of rise
(Frankenhaeuser and Vallbo, Acta Physiol Scand 63:1-20, 1965)



B membpaHe nepexsata PaHBbe

"1 y mnekonuTatowmx (A) K+ ToKu HE permcTpupyoTcs
Yy 3eMHOBOHbIX (B) K+ TOKK perncrpupyroTcs.

TIME (msec)

FiG. 7. lonic currents: comparison of rabbit and frog myelinated nerve fibers (15°C). (A) Rabbit
node of Ranvier. This family of 24 superimposed ionic current traces were ¢licited by application of
12-msec depolarizing test pulses ranging in size from 0 to 160 mv. A hyperpolarizing prepulse of
~48 mV lasting for 40 msec preceded the test pulses. (B) Frog node of Ranvier. A family of ionic
currents corresponding to those shown in (A). Although early inward transient Na~™ currents are
similar for frog and rabbit, the delayed outward K * currents present in the frog node are not seen in
rabbit node. For both records, fibers had cut ends bathed in isotonic KCI and currents were recorded
through a low-pass filter digitized every 10 psec. Passive leak and capacity currents have been
subtracted.



UOoHHbIe ToOkn BO Bpems reHepauum N B membOpaHe
MUEeSIMHU3NPOBaHHOro BOMOKHa (nepexBata PaHBbLe)

B membpaHe nepexsata PaHBbe muenu-
HU3MPOBAHHOIO BOJZIOKHA KPOME «KJlaccu-
yeckux» Na" n K'-TokoB BbISIBfieH 3Hauu-
TENbHbIA MO BEMUYUHE TOK «YTEUKUY,
obecneunBatowmin K'-Tok B nokoe.

[Ons cpaBHEHUs NpuMBEAEHbI TOKM MEM-
OpaHbl akcoHa Kanbmapa.

internal potential

| B. Iy (from curront
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NMpoBoanMocTbL BO Bpems reHepauum N B membpaHe
MUESIMHU3UPOBaAHHOIO BOJIOKHa (nepexBaTa PaHBbLe)

B membpaHe nepexsata PaHBbe mwuenu-
HU3NPOBAHHOIO BOJIOKHA MNPOBOAUMOCTb
ona K' 3aHaumMTenbHO MeHbLLUE, YEM B aK-
COHe Kanbmapa, 1 3Ha4ynTenbHbIN BKNaj B
penonspusaumio obecneunmBaetr  TOK
KYTEYKN».

[na cpaBHeHWs npuBeneHbl NPOBOANMO-
CTV MOHOB B MeMOpaHe akcoHa kanbmapa.
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eHepauusa N[O B HenpoHax

* AKCOHbI NpeacTaBnsaloT coObon OTHOCUTENBHO NPOCTOE MeMDpaHHOEe
obpasoBaHue, 06ecr|eq|/|Barou_\ee nposeaeHwe I no HepBHOMY BOIOKHY, 1 AN
BbIMOMHEHMS 3TON (PYHKLMN OBYX OCHOBHbIX npoBoamnmocTen (Na* n K*) BnonHe
AOCTaTO4HO.

 HeWnpOoHbI BbINOMHAKT B 3HAYNTENBbHOW CTENeHN Dornblue pasHOObpa3sHbIX
doyHKUNK, CBA3AHHbIX C 06pabOTKOM HEPBHLIX CUrHANOB, X MO3TOMY
XapaKkTepPU3YHTCS CIOXHOWU KOHUrypaumuen MoHHbIX KaHarnoB, obecneynsaoLmx
UM U36bIMOYHbIEe Bapnaunm NMMNyrbCHOM akTUBHOCTH.

B membpaHax HEMPOHOB KpOME U3BECTHbLIX B MEMOpaHax akCOHOB
e noTteHuman-3zasucumbix Na*- u K*-kaHanoB HangeHbl
 noTteHuman-3asuncumble Ca’*-kaHarbl,

« Ca?"-aktuBupyemblie K*-kaHarbl,

* KaHanbl, akTMBMpYyeMble runepnonspusaumnen,

*  NOH-HEeCeneKTMBHbIE KAaTUOHHbIE TOKU

* N HEKOTOpble Apyrue.

» PasHoobpa3sHble KOHdUrypaumm MOHHbIX KaHarnoB B MeMOpaHax HEMPOHOB
NO3BONAOT M3MEHATb chopmy [l 1 naTTepHbl UMNYIbCHbIX Pa3psifoB. Takue
MOo4ynAuMM MMNYSTIbCHOW aKTUBHOCTHU, B YACTHOCTM, BaXKHbBI B MPECUHANTUHECKUX
aKCOHHbIX TepMUHanNaXx, rae yepes onu Ca?* perynupyeTcs BbIBpoc MeauaTopa.



Pa3Hoo6pa3sue chopm MNA

a — cxemaTu4yHoe
npeacrtasnenue NI c ero
doazamu passuTuUA.

b — [ ruraHTCKOro akcoHa
kanbmapa. 91oT N[ npumepHo
B 100 pa3s kopoue, yem N[ B
KIeTkax cepaeyHon Mbllubl (C)
U rmagkon myckynatypsl (d).

KopoTkas BOCXOAALLASA doasa
obecneunBaetcsa Na*-nposoau-
MOCTbIO, a npononx(MTeanaﬂ
cdasa genonsipusaumm — Caz*
NPOBOAMMOCTbIO.

beTa-kneTkn nogxxenygo4Hou
KEresbl TaKKe reHepupyroT nQ
(e), obycnosrneHHble Ca%*-npo-
BOANUMOCTbLIO, U TEM CaMbIM
3anyckarT 3K30UMTOo3
NHCYINHA.
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MeToa BHYTPUKITETOYHOIO ANAJinN3a

MeTopn paspabotaH B HcTuTyTe domamonornn AH YCCP (r. Knes) B Hauane
1960-x r.r. nog pykosoacteom akagemuka AH CCCP (PAH)

M.l KocTioka (1924-2010).

Ann. Rev. Neurosci 1982. 5:107-20
Copyright © 1982 by Annual Reviews Inc. All rights reserved

INTRACELLULAR PERFUSION

P. G. Kostyuk

Department of General Physiology of the Nervous System, A. A. Bogomoletz
Institute of Physiology, Kiev, Ukrainian SSR, 252601 GSP, USSR

INTRODUCTION

Intracellular perfusion is of great importance for effective elucidation of
membrane mechanisms underlying cell excitability, since it allows the con-
trol and change at will of the physico-chemical conditions near the internal
surface of the cell membrane. Until quite recently, application of this
method was confined to squid giant axons, which are very suitable for
mechanical extrusion of the axoplasm and for its replacement by an artifi-
cial saline solution of desirable composition (Oikawa et al 1961, Baker et
al 1962). Fundamental data dealing with the nature of excitability obtained
from giant squid axons are well known. The search for methods of con-
trolled substitution of intracellular medium applicable to a greater variety
of cells, especially to nerve cells, has led to substantial discoveries about the
mechanisms underlying the basic physiological processes occurring in cells.

PRINCIPLES OF INTRACELLULAR PERFUSION

A method for controlled substitution of the ionic composition of the nerve
cell cytoplasm was first suggested by Krishtal & Pidoplichko (1975). Its
main idea is to use isolated cells and to make a hole several tens of microme-
ters diameter in their surface membrane. The isolated cell is placed in saline
solution corresponding to the extracellular medium, whereas the hole in the
membrane is brought in contact with the solution representing the desirable
intracellular ionic medium. The replacement of intracellular ions through
the hole by ions of this solution can be completed in several tens of seconds.
As a matter of fact, this process can be regarded as intracellular dialysis.

To perform this method successfully the following measures should be
undertaken: (@) a reliable separation of the working part of the cell mem-

107
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MeToa BHYTPUKNETOYHOro Auanusa

MeToa paspaboTtaH B VIHCTUTyTe domanonorum %
AH YCCP B Havane 60-x r.r. nog pykoBoO-
actBom akagemuka AH CCCP I.[. KocTroka. s N e

N3onmpoBaHHaa HepBHas KneTka no- 7
MeLLaeTca B Mopy,

OTCeka C He3aBUIRBASTARIO LY vidBRIn
nepdysuu.

[aHHas meToauka MNo3BONSIET PENUCT-
pUpoBaTb 3MNEKTPUYECKME MPOLIECCHI Ha
mMemMOpaHe, BHYTPEHHSSS W BHELLHAS }

CTOPOHbI KOTOPOW HaxoAATCA B KOHTaK-
TE€, COOTBETCTBEHHO, C BHE- U BHYTpPU-
KNEeTOYHbIMW pacTBOPaMM.

HepoctaTtok metoaa —
oonblioe nocnenosa-
TenbHoOEe  COMNpPOTUB-
neHue, cosgaBaemMoe
NopoWn.

100k TG0K 52




Effect of internal fluoride and Nature Vol. 257 October 23 1975
phosphate on membrane currents
P. G. KosTYUK

during intracellular dialysis of nerve cells O A. KRISATAL

- V. I. PIDOPLICHKO
Bogomoletz Institute of Physiology,

Ukrainian Academy of Sciences,
Kiev 24, 252601 GSP, USSR

IMQ

l
P
\

............

27 kQ e .
Command :

Ly
»#u Fig. 4 Currents and /-E relationship for the peak inward current
/{ in the cell containing fluoride anions. Lower compartment:
100 mM Tris-HF, pH 7.3, 20 mM sucrose. Upper compartment:
normal Ringer (e, ll); Na-free solution (b, A). Leakage was
compensated for. Holding potential was --40 mV. Calibrations:
3x107% A; 20 ms.
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Moaundukauua metoaa BHYTPUKIETOYHOro aguanmsa

a

Strickholm A (1962)
Excitation currents and impedance of a small

electrically isolated area of the muscle cell
surface.

J Cell Comp Physiol 60:149-167
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Moaudunkauma metoaa BHYTPUKIIETOYHOro Ananumsa

BmecTto nopbl Ha nnockon membpaHe cC-
Nonb30Banu niacTUKOBYK MUMETKY C ndépon
Ha ee KoH4ymke. KneTky norpyanu BO BHeLL-
HUW pacTBOp, a Yepes ABe NUMETKU OCyLLecT-
BNANM nepdysnio BHYTPUKNETOYHOrO pac-
TBOpA.

OnHy nNuNeTKy ucnonb3oBanu Ans
perucTpauuu 0-

TeHuMana, aMeyeRaHpor@o Aona-

Banu ToKk obpaTHOW CBA3N.




MynbTUMOHHAas npupoaa TOKOB B MeMOpaHax HEMPOHOB
MOJINTIOCKOB

Current Electrode, CROM

Ag-coated

Neher E, Lux HD (1969)

Voltage clamp on Helix pomatia neuronal membrane; current
measurement over a limited area of the soma surface.

Pflugers Arch 311:272-277



MynbTUMOHHAas npupoaa TOKOB B MeMOpaHax HEMPOHOB
MOJINTIOCKOB

b

‘ 2107 A

10 msec

Neher E, Lux HD (1969)

Voltage clamp on Helix pomatia neuronal membrane; current
measurement over a limited area of the soma surface.

Pflugers Arch 311:272-277



DPU3NOAOTINUSA
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4 BO3BYIMMOCTb T'MTI'AHTCKHMX HEPBHbIX KJIETOK

PA3JIMYHBIX TIPEICTABMUTEJIEM JIETOUHbIX MOJIJIIOCKOB

(HELIX POMATIA, LIMNEA STAGNALIS, PLANORBIS CORNEUS)
B PACTBOPAX, HE COJEP)XALIUX MOHOB HATPHS

B. . T'epacumos, I1. I'. Kocriok, B. A. Madicrud

JlaGoparopus o6weii ¢usnonornn Hucruryra busuonornn M. A. A Boromoasua AH
YCCP, Kues

(Moctynuna B pepakumio 24/11 1964 r. MNpepcranaesa jaeitcts. unesom AMH CCCP B. B. 1

XapaxTtepH\li 0COGEHHOCTBIO THIAHTCKIX HEPBHLLX KJIeTOK BIHOTPALHOIl v Zﬁ/‘ff =

JACTCA HX CHOCARHOCTL COXPAHATH HOPMAMBLHYIO BO3GYIMMOCTL B GE3HATPHERLIX
pax [1]. Met oONMpYXHIM, uTO GOJBIIHCTBO KIETOK NPOJIOJIZKAA0 AaBaTL MOT(

AeficTBHA B M30TANHUECKHX DPacTBOPAX XJIOPHCTOTO KadbLlHs MM 6apus. Bomee T L
IJIATY/Ia MOTCHUHANOB JAefCTBHS TMIAaHTCKHX HeHPOHOB HaXOjMaach B JIHHGHHON 32 N
CTH OT JorapuMa\HapYKHOH KOHUEHTPALHH 3THX HOHOB. TloaTomy Gel1 caeman Jﬂﬁf{/-

UTO pOIb HOHOB HARPHA TIPH BO3GYKICHHH GEPYT Ha ceGst B STHX YCJOBHAX VK
ABYXBAJN€HTHLIE KaRYOHBL JI3BECTHO, YTO KOHUEHTPAUHS HOHOB KAJBUHS B Tey
BHHOIPANHBIX YAMTO\\ NOCTHTAE€T B HEKOTOPLIE MEPHOAB KH3HH STHX IKIBOTHLIX
TENLHON BeJHYHHbI [

L= -
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/

JToctynuna B penakuuio 24/I11 1964 r.

epacumos B.[., KocTtiok I.I., Manckuin B.A. Bo30yaUMOCTb rMraHTCKMX HEPBHbIX KNETOK
pasfinyHbIX NPeacTaBUTENEN NEroYHbIX MOSISTIOCKOB B pacTBOpax, He codep Kalimx NOHOB
HaTpua // bronn. akcnepum. 6uonormn. 1964. - T. 58, Ne 9. - C. 3-7.



MynbTUMOHHaA Nnpupoaa TOKOB B MeMOpaHax
HEMPOHOB MOJIJTIOCKOB

B 1964 r. (Tepacumos u ap., 1964) HENPOHOB BUHO-
rpagHOM YNUTKN BbiAeneHbl ABa BXOiRIMRMORaHeotOeicTpEI  Ca’' - |
MEANEHHbIN,) ObICTPbIA  3aaepxaHHbi K- TOK
1968 N 0Ba BbIXO4ALLMX TOKA ( n Tokn B
ApdigfapesynbTaTbl Oblv BOCNPOU3BEAEHBI HA MOPCKOM MOIJIOCKE

- MNIILA
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MynbLTUMOHHAA Npupoaa TOKOB B MeMbpaHax
HEMPOHOB NO3BOHOYHbIX

Kpome TokoB, 06HapyXeHHbIX B HEMPOHaxX MOJTHOCKOB, 3aperncTpupoBaH

oononHuTenbHbln Na'™- | TTX n-
Bancsa y 10-15% TOK KOTOPLIN HE BNOKMpoBarncs n obHapyx

MeareHHbIn Ca’f3yYeHHbIX HeiipoHOB. o KMHETUKE 3TOT TOK HanoMWHan
TOK

/

l K+ fast




UOoHHbIe TOKM B KneTtkax [NypKnHbe mMo3xeudka

B nenapuTtax 3apeructpuposatsbl 1 (a-B), 00ycrnoBneHHble Ca*"-npoBoau-
MOCTbIO Yepes noTeHuman-3asucumble Ca*-kanansl. 3T aeHaputHble M goctu-
raloT COMbl HEMPOHA, NpepbiBad TOHUYECKYH NOCNen0BaTenlbHOCTb COMaTUYECKNX

Na*/K* 1 (r).

Comatuyeckme N[ He pacnpocTpa-
HAKTCA NO BCEMY OEHOPUTHOMY ae-
pPeBY U NULLb 3M1EKTPOTOHNYECKN NPO-
HUKaKT Ha HeborbLUNE PaCCTOAHUS
OT combl (B). «O» Ha ocn amnnuUTyabl
COOTBETCTBYET YpoBHHO [1I1.

amnnuTyaa (mB)
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