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Jlyudxu Nanwearu (Luigi Galvani,
1737—1798) — umanbsiHCKuUU epady,
aHamowm, ¢hu3uosio2 U pu3uK.

lNMepBbIM nccnegoBan anekTpuyeckue
ABJIeHNA NPU MbILLEYHOM COKpalleHUun
(«>KMBOTHOE 3NIeKTPNYECTBOY).

CokpalieHue Horun
NAryLWKN B OTBET Ha
ANeKTPUYECK1UM paspan
NOMIOXMNNO Ha4yano

NMOUCKaMmM
ANeKTpun4yecTBa

B OpraHn3mMme 4yesioBeka
N XXNBOTHbIX.
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Imunsb [robya-PeluMOH
(1818-1896)

OcHoBaTenb Hay4YHOM LLKONMbI
anekTpodunsnonorum,
3aBeaywoLwwnn kadenpom
¢dmsnonornn bepnuHckoro
yHuBepcurteTta (1858 r),
cekpeTtapb bepnunHckon
Akapgemumn Hayk (c 1867 r).

Bnepebie 06Hapyxus nosoxumeJsibHbIl 3/71eKmpu4yeckul 3apsio

Ha nosepxHocmu mMmembpaH Hep8HbIX Kl1iemokK. [Joka3as, 4Ymo UMeHHO
afileKmpuyeckKue UMnyJsibCbl, PacrnpocmpaHsIrowWuecs rno HepPeHbIM
80JIOKHaM, s18JISIFOMCS1 NepeorpuU4YuUHOU MbIWeEYHbIX COKpaweHudl.
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JKTporeHes
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fonoBoHOrMU MOMIIOCK Kanbmap (cxema).

AHenuuckuu 3o0onoe [xoH KOH2 enepebie onucasn y KasibMapoe u
Kapakamuy Heobbi4allHO moJsicmbie «2Uu2aHMCKUE» aKCOHbI.

Huamemp amux eosiokoH e 50 - 100 pa3 6osbwe, 4YeMm y
MO0380OHOYHbIX XXUBOMHbIX, U docmuz2aem 0,5-1 Mm,
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KOnuyc bepHwmeuH (1902): Y »xuebix K5liemoK 8 NnoKoe Mexxay
6HYMPEHHUM COOEepPXXUMbIM K/1emKU U Hapy>XHbIM pacmeopom
cyuwiecmeyem pa3Hocmb rnomeHyuasioe nopsioka 60-90me,
Komopasi sioKasiu3oeaHa Ha NoeepxHOCmMHoul meMbpaHe.
BHympeHHs11 cmopoHa MeMbpaHbI 3apsi)keHa
aslekmpoompuyamesibHO Mo OMHOWEHUK K Hapy)XXHOU.
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lMTnomHocmb Nnomoka eewecmea jm — amo
eeJIuMUHa, YUCJ/IeHHO paeHasi Kosiuyecmey
eeujecmea, rnepeHeceHHo20 3a eOUHUUy
epeMeHU Yyepe3 eQuHuUUy niaow,adu
rnosepxHocmu, neprneHOUKYJIISIPHOU
HarnpaeJsieHUro nepeHoca.

YpaBHeHUe anga npocton guddoysuu:

JKTporeHes

a2de D — koaghgpuyueHm oughghy3suu.

3HaK MUHYC NnokKa3bieaem, Ymo 2padueHm
KOHUeHmpauyuu ebi3bieaem rnepeHoc om mMmecm ¢
6osibwel KOHUeHmMpauueu K Mecmam C¢ e20 MeHbuwel
KOHUeHmpauuedu.

NC

D
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NMoaBunxHo

CTb B Bofe

(mk/c)/(Blc
M)

CrteneH
b
rmppara
Lun

5.2

4.5

7.9

29

7.6

:

MoaBUXHOCTbL MOHA:

YpaeHeHue, onucbisarouwee
asiekKmpoxumuYeckull
nomeHyuarsn:

29

CpeOHsisi CKOpoCmb Mu2payuu e
3J/1IeKMpUYECKOM roJie
Hanpsi>keHHocmbio 1B/cm.

rae R — raszoBas noctosiHHasa, T — abGconTHaa Temneparypa, F — 4yucno
Papapen (aneKkTpnyeckun 3apsg Ha 1 2-ake oaHOBarIeHTHbIX MOHOB), U U V —

NOoABUMXHOCTb MOHOB (U < V), K1 n K2 — KOHUEeHTpaLuuu Conu.
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YpaeHeHue HepHcma:
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Phospholipids

JKTporeHes
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Phospholipids
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D

Hydrophilic ———

Hydrophobic—

' Water

Carbohydrate

Protein molecule chain

S. J. Singer and G. L. Nicolson. The Fluid
Mosaic Model of the Structure of Cell Membranes.
Science 1972:.



Mem6GpaHa Kak KOoHAeHcaTop.

AneKkTpuyeckne napamMmeTpbl 6MONIOrMYECKMX MemMOpaH :

| | Y.D,eanoe ANIeKTpn4eckKkoe conpormBliieHme
DNEKTPONUT (R=1 07 OM*MZ)
BEBIIN H L senspans

YaenbHas anektpoemkoctb (C=0,5*102 ®/ m?)

BuRulYy g

T./Smmo”m

EmMKoOCTb NnNnocKkoro

2 KIporedHes

KOHAeHcaTopa:
Fne: &€ —0uanekmpu4eckasi NPOHUYaeMocmb CpPeOobI
80 = 8,85*10'2 ®/m, anekTpuyeckasa NOCTOsAHHasA
d — paccTosiHne Mmexay nnacTUHaMu KOHAEeHcaTopa,
S — nnowaagb NNacTUHLL.
( , YaenbHast eMKOCTb
KOHAeHcaTopa:

N

1N
gg, 8,85x107° x2

MOXXHO BbIMUCIIUTb TONLUUHY A — T 3,5HM
NUNUAHON YacTU MeMOpaHbl:

0,5%x107°

VO
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Ocmoc - peaynsayusi 600H020 o6MeHa KremkKu

3H.E|,OL|,I/ITO3 (3 K3OL|,VITO3) — epeHOC KPYnHbLIX MOJIEKYJ1 U

HebosIbWUX Yacmuy

D,VICb(by3 UA — nepeHoc manbix yacmuy no
KOHUEHMPayUuOHHOMY U 3JIEKIMPOXUMUYecKoMy epadueHmam

AKTUBHbIN TPAHCNOPT — nepenoc 3apsxeHHbIX Yacmuy, u

UOHOB8 MPomue UX KOHUeHMpayUOHHbLIX U 3JIEKMPOXUMUYECKUX
epadueHmos
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INEKTPOXMMHMUYECHKIM TPpaAMENT

KaHan

Pe— —
rp HMEHT 3apana
EELICCEEaA M..’ % HKHZEK3A
KOH 'y KoHU S 2
\O‘f?’gf“g‘ ; Rl  V136vpaTenbHas
LY s - - .
O Vim S cECS0aH3A NPOHNLIAEMOCTb ABONHOIO
BT TN X Abrpyaa Crosi NMNUAOoB
Senkoes -&E_j S D
- e - (nonynpoHnuaemMocTb).

[MaccuBHbLIN TpaHCNOPT
yepe3 MeMOpaHy:
anddy3na 6e3 3aTpaTthl
KITeTKOU 3Hepruu.
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AICAL IV /1T ) ICHVIC VIUNUE
| Now KoHueHTpauus | KoadhpuumeHT ’

'—————Jn HUUAEMOCTH)
B UMTO- aMe bt
nasme, KIBTKH,
M MM

concentration

K| 2 v ; K- K gradient — ——
_';Na+ Na+ | K 1 39
HepaBHOMepHoe pacnpegeneHue 12
MOHOB HATPUA U Karina co3garoT

NMPOTUBOMNOJIOXKHO HarnpaBJieHHbIe 4
KOHUEeHTpPpaLunOHHbIe rpaaneHTbl

138

Y KTIpOoreHes

MokasaHbl TUNMUYHBbIE KOHLEHTPaLU MUOHOB
BHYTPU U BHe KNeTKU, U KoappuumneHTbI
NPOHMLIAEMOCTN UOHOB Yepe3 MeMbpaHy.

lpoHuyaemocmb membpaH (P) Onsi uoHa —
R ne 150 um mMepa crnoco6Hocmu AughpyHOuUpyrowe20
UOHa nNpoxodumb 4Yepe3 MeMbpaHy.

Pl i Py £ Py =1 £ 004 £ 004

K Na




pacyem

BHympukriemoyYHbIU nomeHyuar, npu
KOMoOpOM cyMMapHbIU naccueHbIl MOmMokK
UOHO@ KaJslusi paeeH HyI0, Ha3bleaemcs
nomeHyuasioM pagHogecusi UOHO8 Kasusi
(EK), unu pasHogeCcHbIM KaslueebIM
nomeHyuasom;

JKTporeHes

raoe [K+]o u [ K+]i — BHekneTo4yHas u
BHYTPUKIETOYHAsA KOHUEHTpauum
COOTBETCTBEHHO.

MO

D

3asucumocmb MeMbpaHHO20 NomeHyuasia NnoKos
(opduHama) om eHeknemoyHol KoHyeHmpayuu K* ;

(abcyucca - noz2apugmuyeckasl wKasna KOHUeHmpauuu).

3KcrnepumeHm

Ocumnnorpad

Yeunutens
NOCTOAHKOrO

ToKa

K(,) (MMonb/n)

10

L7
%
?
g
7z




B coCcTOsiSHMM NOKOS KreTka TakKXke NpoHuuaemMa B HebonbLUOMU
CTEeNeHU [AnA UOHOB HaTpua M xnopa. Takmum obpa3om B
peanbHbIX MeMOpaHax, BKflag B CcO34aHMM U nopaepXaHuko
noteHumana nokoss BHocAT K+, Na+ wu Cl-. B 3atom cnyvae
noTteHUuan noKosA onpegensietca ypaBHeHueM [onbamaHa-
XopxkuHa-KaTua:

Y KTIpOoreHes

R*T o Tn Pk[K']ot Pna[Na]o+P cl|CIJj

M= 7%F

Px[Ki+PNa|Nal; +Pci| CI7]

NC

D

rae P, P, P, - kO3chpuLMeHTbI NpoHMLIaeMOoCTH MeMOpaHbI Ans
MOHOB,

[K] , [Na], [CI] - kKOoHUeHTpaunsa MOHOB BHYTpMU (i) 1 BHe KrneTku (o).
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JKTporeHes
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AKTUBHbIV TPAHCNOPT MOHOB OCYLLECTBIAETCH C y4acTUeM MeMOpPaHHbIX
6enkoB, Tak Ha3blBaeMbIX, MOHHbIX HAaCOCOB.

Cxema coyHKkumMoHupoBaHus K *- Na* Hacoca,
KaK NpuMepa aKkTUBHOIo TpaHcnopTa.

Net negative [ + Net positive
Charge

— || 4 Charge

TR@HCNopT- == o
HaA ATP-323C ATP. i
oA ;

®

Na*t

K+ Nat

Rl :{3 ®

-~ RN
KoH O 3- @-
LMOHHES
M3MEHEHWA ()

Kff

+ Na-K Pump
+

Inside || * Outside

MmeeT mecTo B TOM crniyyae, korga nepeHoc
OCYyLLEeCTBINAETCA NPOTUB rpagueHTa KOHLeHTpaL M.
Takon nepeHoc TpebyeT 3aTpaTbl IHEPrUU KIETKOW.
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TpaHcMeMOpaHHbIe NOHHbIe TOKU, hopMUpyroLLMe NOTeHUMan nokos

JKTporeHes

NC

D

BHEXNATOMHOS
NPOCTRANCTBO

HATPHEBHIN
raman

UNTONNasma ) Na?

B OBLIMHOM |
COCTORHIN
[ 3AKPEIT

(09 CIVE nnnrocTpupyrowasa Bkriaa NaCCUBHbIX MOHHbIX TOKOB U aKTUBHOIro MOHHOTIO

"l Na'/K -ATP-a3za

OPrAHMNECKNE
AHNOHE

Kanvesnin raman
KaHan ' nepevoca CI”

\ e

ke~ g0 N
qubmnom’
COCTORHHM
QIxPBRT

TPpaHCNOpPTa And nogaepXxaHunda HopMasibHOro noTeHUuuaslna noKos
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Cxema pacnpepneneHus 3apsgoB Mo pasHble
CTOPOHbI MeMOpaHbl BO30YyAMMOWN KNeTKN B
CMOKOWHOM cocTosiHuuM (A) n npum
BO3HMKHOBEHUN noTeHuunana gencreus (B)

HAPYXHER CTOPOHA

XOIXKKUH Anan un
XAKCJIN OHapto
HobeneBckasi npemus ‘ 5 OHYTPONIS CTOpOK

no meguunHe 1963 3a
OTKPbITME MEXaHU3Ma
BO3HMKHOBEHMUS
noTeHumnana gencrTeus.

HAPYXHAR CTOPOND

HEpBHas
Knevka

BHYTPEHHAR CTOPOHA
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CICINNRA /0 /Y PV

Electrodes Na'*

+++++§+f+

T G S W T S5 L
————— Na'

B nokoe BHYTpPeHHSI1 CTOPOHa MeMbpaHbl
aKCcOHa oTpuuaTenbHO 3apsiXeHa no
CpaBHEHMIO C BHELLUHeN CTOpoHoU (A).

Koraa Bo3Hukaet [ (B), nonapHocTb
MeMOpaHbl MeHSIeTCS Ha
NPOTMBOMNOSIOXKHYH. 3aTeM NOMAPHOCTb
MeMOpaHbl ObLICTPO BOCCTaHaBNmMBaeTcsl

(C).
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Bpemn (mc)

CxemaTtn4yHoe usobpaxeHue
naeanmM3npoBaHHOro noteHuuana
AencTBus
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NMeXaH3IVI CDODMNPDOBaAHUA | LA

B ocHoee eo3HukHoeeHus [ nexum ceolicmeo meMbpaHbl 8036yOuMoll Kinemku 6biIcmpo
MeHsImb C80H0 NMPOHUUaeMocmsp OJisi onpeodesiéEHHO20 suda KAMUOHOB.

OTHoweHne Ko3cpcpULUMEeHTOB NPOHULaeMOCTU MeMOpaHbl akCoHa Kanbmapa

B COCTOAHMWIDORS A, BudHo, Ymo 9ns Kanusi u xsopa e

PK' PNa' PC| =1: 0704 0,045 nepeoul ¢hase 8036yxO0eHusI

npoHuUyaemMocmsb He U3MeHUsIachb,

NpPU BO3OYXOAEHUN: PK: PN . PCI =1: 20: 0,045 a dn1s1 Hampusi OHa yeeJsiu4unach
a 8 500 pas.

YpaBHeHune XomaxXKnHa-Xakcnu , onucsisaroujee
8036y x0eHuUe membpaHbl

Cﬂ’l dgom
dt

a2de jM - nJIomHoCcmb CyMMapHO20 MOKa Yepe3 meMmbpaHy, Cm-
3sIeKmpoeMKocmb eQUHUYHOU nowadu membpaHbi, pm —

o p p p
MeM6paHHbIU momeHyuan, @ ,Qy,,9,, UCMOYHUKU HaMpsiKeHUs ¢
anekmpodsuwxywumu cunamu ons K, Na u moka ymeuku. gK, gNa, gy
- yOesibHbIe npoeodumMocmu MmeMbpaHbI 0511 coomeemcmeyruwux

UOHOe8.

+g,(0, 0 )+ €y (@, — 0y )+ &, (0, — 7))
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JKTporeHes
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BHEKNETOYHOE
NPOCTPaHCTBO

BHYTPUKNETOYHOE

NPOCTPaHCTBO

(a) B nokosiuenca memobpaHe HaTpueBbIN KaHan
3aKpbIT. AKTUBUPYIOLUIA BOPOTHLIN MEXaHU3M
(AG) 3akpbIT, MHakTUBUpYyOLWMHK (IG) - OTKPDbIT.

(6) Korna membpaHa aenonsipusyercsi, U3aMeHeHue
noTeHumana geTtekTupyercs "CeHCOpoMm
noteHuuana", U akTUBUpPYHOLUIA MEXaHU3M
oTKpbiBaeTcs. MOHbI HaTpua ABUraroTcs No
ANEeKTPOXUMUYECKOMY FPagUeHTYy.

(B) Yepe3 1 MC MHaKTMBUPYIOLNA MEXAHU3M
3aKpbIiBaeTcA.

MoTeHUManNo3aBMCUMOCTb MHAKTUBaL U Na*
CUCTeMbl.

A6cuyucca (E-E_): oTKnoHeHne mem6paHHoro
noTeHuMana otT NoTeHLuMana noKos.

OpOduHama: oTHOLWEeHNe BO3HUKaKLMX
+

MakcuManbHbix Na’- TokoB (I, ) K

Beanvvu-le (s max) ? CO?TBQTCTBW-OI.LI,&VI

nonHou aktuBauum Na* cucremsoil.
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\oltage
Sensor o 4 Exterior

Transisto

Membrane

_-K* channel

Cell Interior

2KTporedes
Conductance

~100 ~o)
Membrane voltage (mV)

A. Tok noHoB kanus, I'IpOTeKa}OLIJ,MIZ yepes KalnmeBble KaHalbl, HYyBCTBUTESNIEH K UBMEHEHUAM
MeM6paHHOI'O noteHuuana. ns CpasHeHUs rnokKasaHa Kpueas 8e/ilu4dUHbI moKa 6 mpaH3ucimope,
KOITIOpra 3Ha4YumesibHO MeHee 3asucum om rpusrio’ckeHHO20 Harlips>KeHUA.

2

B. Kaxabii KaHan nMeeT «CEeHCOP HanpsXeHUs1», COCOOHbIN M3MEHSATbL CBOE MOSOXEHNE B
Xunakon ase memopaHbl, TeEM caMblM MEXaHUYECKN OTKPbIBad, NN 3aKkpbiBasi MPOCBET KaHana.
Takon mexaHn3m Ha3BaH «BOPOTHLIMY.

Mpwn casure NI B CTOPOHY MeHee oTpuuaTenbHblx 3HadeHun (-50mB), BopoTa kaHana
OTKPbIBAKOTCA U TOK Kanus Hapyxy rno KOHUEHTpaLMOHHOMY rpagueHTy BOo3pacTaer.



Absolute
refraclory
pericd

2K T PROIOHEO3

Membrane potential (mV)

22001 Brooks'Cok - Thomson Laarmng
1N

R

elative

refraclory
pericd

-— Action potential

Na* permeability

3

-—— K' permeability

4 5

Time (msec)

euUu))i)arkici))HOC 1 b A )DBbHOOIT0O bOJIUOKHA

BpemeHHbIe
COOMHOWEHUS
npoHuyaemMocmu
KaHasioe, momeHyuana
delicmeusi u
pegppakmepHocmu

B80JIOKHaA.
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(times more permeable than

MaKCUMManbHas YyacTtoTta
reHepauuu NN, roe

Tn —ANNTEenbHOCTbL CTU MyJia

Tp — ANNTEenbHOCTb
pecdpakTepHoro nepmnoaa
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A-SHOBVZIHOCC 1LY/ 1101 CeHLiVia) A I_I(—!VI(: H=14ba

lMomeHyuanbl delicmeusi KJIIemokK pa3JiudHbIX MKaHeU

L] L L o 8 & 5 9 9 ° 0 P 9 " e e a & @ & & » & o L

BpeMa B mcex BpeMa B Mcex Bpema 8 mcex x 102

MoTeHumanbl AeCTBUA, 3aperMcTpUpPoBaHHbIe C NOMOLLbLIO BHYTPUKIIETOUYHbIX
MUKPO3SIeKTPOAOB:

d — FT'MraHTCKOro akCoHa KaJqibmMapa, 0 — CKeneTHOro MbILEe4YHOro BOJIOKHa;

B — BOJIOKHaA MbillUbI cepaua cobaku;

1 — socxodsiwas ¢ha3za [ (Genonsipusayusi); 2 — Hucxoodsiwas ¢hasa (penonsipusayusi);
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HeBo30ynumble KJIeTKU crnocobHbie Kk  Bo30yaumbie KJIeTKH CMOCOOHbI KakK K

rnoddep>kaHuUr0 MomeHuyuasia rnokKos, noaaep)XaHUio NoTeHuMarna nokos, Tak
HO He crocobHbIe K M K reHepauuu noteHuuana aemcTeus
2eHepupoeaHUuro nomeHyuana (HepeHbIe KIlemkKu, Kriemku
delicmeusi cKesiemHoU MycKyrnamypsbl, 2r1adkol

MYCKyJlamypbl, MUOKapOa)
CBouicTBa BO30YyIUMBIX KJIETOK
Paszdpaxumocmb - CNOCOOHOCTb TKaAHEeN BOCNPUHUMATb

pasapaxeHue

Bo36ydumocmb - cnocOOHOCTb TKaHEn pearnpoBaTb
BO30yXAeHMeM Ha pasgpaxeHue

[Ipoeodumocmb - CNOCOOHOCTbL PacnNpPOCTPaHATL
BO30YyXXAeHue

JlabunbHOoCMb - CKOPOCTb NMPOTEKaHUs LUKIOB

BO30yXaeHus
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XapakmepHble obuwjue ceolicmea nomeHyuasa delicmausi

* Pe3koe yMeHbLUeHne CONpoTUBEHNSA MeMOpaHbl B MOMEHT
BO30yxaeHus ( B 50 pa3s).

e Hanuuune noporoBoro 3Ha4eHus genonsdapusyrowlero noteHuunana.

* MoaunHeHue 3aKOHY «BCe UMM HUYEro», To ecTb, ecnu
AenonsapusyoLmin noteHuuan 6onbluie NOPoroBoro, pasBMBaeTcs
MO, amnnuTyaa KOTOPOro He 3aBUCUT OT aMNNUTYAbI
BO30Yy)xAaloLero uMnynbca U, ecnvu amnnutyna aenonspusyroLliero
noTeHUMana MeHbLlle noporoBow, To N[ He BO3HMKaeT.

 Hannumne nepnopa pecdpakrepHOCTU, HEBO3OYAUMOCTU MeMOpaHbI
BO BpemMs pa3Butus N n octaTtouyHbIX ABMIEHUN NOCIe CHATUA
BO30OYyXXAaEeHUS.



