HepsBHoe B0o30yKaeH1E

VYciioBue

3ananue 3. «<HepBHOE BO30Oyk1€HUE»

A. Xoodockun. v 9. Xaxcau noayuusu Hobenesckyro npemuro no
Pusuonoeuu u meduyune 1963 2. «3a OMEPLIMUA, KACAIOULUECA
UOHHLT METAHUZMOSG, YUACTNEYIOUULT 6 6030YNHCOEHUU U MOpP-
MONCEHUU 68 NEPUPEPUMECKOM U UEHMPANOLHOM YUACTKAL MEM-
OparvL HEPEHOT KAETKUS.

OcHOBOI1 KU3HEIEATETHHOCTH KUBBIX OPraHU3MOB, BO MHOT'OM,
SIBJIAIOTCH IIPOIECCHI, IPOTEKalolne B MeMOpaHax KJIeToK. B j1anHoil 3ajiatue BaM HeoOX0IMMO Pac-
CMOTPETb HEKOTOPBIE IMOJIXOJbI K OIMUCAHUIO IIPOIecca BO30YK/IEHUS HEPBHBIX KJIECTOK B paMKax
IIPUMUTUBHON MOJICJIN.

OcHoBHas wjest TeOpUN BO3OYKIEHNsT KJIETKHU 3aKIF0IAETCST OMMMCAHUH TTPOTIECCOB ITEPEHOCA NOHOB
qepe3 meMOpany. [IponuriaemMocThb

@-n Depolarization
Closed K+
Cell exterior channsl s

Open Nat

channel Cell interior A A

MeMOpaHbl pa3/indHa JIJId Pa3IudHbIX MOHOB, KPOME TOr0 B MeMOpaHy BCTPOEHBLI OOJIbIne OeJi-
KOBBIE€ MOJIEKYJIBI, UT'PAIOIINE POJIb HACOCOB, CIIOCOOHBIX IMEPEHOCUTH MOHBI OIIPEJIETIEHHOTO THIIA C
OJIHOI CTOPOHBI MeMOpPaHbI Ha JAPYryio (3aTpadnBas HA 3TO SHEPIHIo). Biarogaps HAJIMIUIO STUX
HACOCOB — KaHAJIOB, KOHIICHTPAIIMN NOHOB PA3JIMYHbLI C PA3HBIX CTOPOH OT MEMOPAHbI, 1 KaK CJIe/I-
CTBUE TOSBJ/IAETCH PA3HOCTD JIEKTPUUECKUX MOTEHIINAIOB MEXK/Iy TTPOTUBOIIOIOXKHBIMU CTEHKAMUI
MeMOpaHbI.

Eme 6osee yrpoctum mojiesib. Bygem caurtars,
9TO MeMOpaHa ABJISIETCs TLJIOCKOTapaJsIe/IbHOM
IJIACTUHKOMN ToJuHoN a. CHApY2K¥ KJIETKU Ha- hl] Cﬂ BHe

XOJIUTCsI CJION KHUJIKOCTHU (BOJIBI) TOJIIUHOMN hg, a KJIeTKH

BHYTPUKJIETOYHOE IIPOCTPAHCTBO MOAECJIMPYETCHA
i nMembpaHa

CJI0eM JKHUJIKOCTH TOJIIUHON hq. msmexkrpute-
paBHBIMEU eguHUIE. KOHIEHTPAIMH IacTHIl BHE kl Cl BHyTpH

CKHE ITPOHUIIaEMOCTH BCEX CPE/] 6y,ILeM CHHUTaTb
KJIeTKH
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kyeTku Oygem obozHadarh Cp, a BHyTpHu - Cf
(pu HEOOXOMMOCTH OyIeM J00ABIATh WHIEK-
Cbl, YKa3bIBAOIINE THUII YACTHUIIL).

1. Iudbdyzus.

PacemorpuM JiBuzKeHHE He3apsi?KEHHBIX MOJIEKY/l depe3 MeMmOpaHy 0e3
«HACOCOBY» (CUMTAEM, UTO SJEKTPUIECKUX 3apsijiOB B IPHUPOJE He CyIIe-
creyer). [LmorHOCTD b y3HMOHHOTO IOTOKA YACTHUIL ¢ (UUCIIO TACTHIL Tie- CI] i
PECEKAIOIINX eJINHUILY TLIOIMIAM MeMOPAHBI B €JIMHUILY BPEMEHH ) IPOIIOp-

[MOHAJIbHA PA3HOCTU KOHIEHTPAIMii 9TUX YaCTHUI] C HPOTUBOIOJJIOKHBIX

CTOPOH MeMOpaHbI

Cl
1= gAC (1)

rjie g - Ko3PUIUEeHT MponopIuoOHaAJILHOCTU, KOTOPBIH HA30BEM MPOHUIIAEMOCTHIO MEMOPAHDI I
JAHHBIX YACTHUII.

HyCTb B HaYaJIbHBIIA MOMEHT BpeMeHn KOHICHTPaIlUU paCcCMaTPUBACMbIX 9aCTHUIL C Pa3HbIX CTOPOH
M€M6paHbI Pa3JINIHbI. OHGHHTG BpeMd, B T€YCHHUE KOTOPOI'0O KOHIECHTPAIIUN YaCTUIl BIDOBHAIOTCHA.

2. Beiny>kaeHHbIll 1IepeHoc u Jguddys3mns.

Paccmorpum  Terephr  MeMOpaHbI B KOTOPYIO BCTPOEHBI
KaHaJIbI-HACOCHI TPUHYIUTE/IHHO TIEPEHOCATIINE PACCMATPUBA-
eMble MOJIEKYJIbI BHYTPb KJieTKU. [[ycTh 9Tn KaHa/bl paBHO- CI]
MEPHO PAaCIpeJie/IeHbl TI0 TTOBEPXHOCTH MeMOpaHbI, MpUYeM
Ha €JMHUILY IIONIQ/IM IIPUXOIUTCI 71 KaHAJIOB, KaKJIblil 13
KOTOPBIX MIEPEHOCUT B €JIMHUILY BPEMEHU 1M MOJIEKYJI U3 BHE-
KJIETOYHOT'O TIPOCTPAHCTBA BHYTPb KJIETKU. 1

q‘ KdHa.JI-HdCc0C

Omnpejiesinre  yCTAHOBUBIIMYIOCST  PA3HOCTH  KOHIEHTPAIUi
AC = Cy — C Mex 1y pasHbIMI CTOPOHAME MEMOPAHBHI.

3. DJeKTpUUiecKoe IIoJie.

Hastee 6y1eM cYUTATh, YTO PACCMATPUBAEMbBIC YACTUIIBI ABJIAIOTCS HoHaMu Kajus K . IlycTs Kon-
IeHTpAaINs NOHOB BHe KiaeTKn pasHa C, a sayTpu Hee C). HaitnnTe pasnocTs MOTeHINAIOBS MesK Ty

creHKaMu MeMOpaHbl Ay, peHedperasi HAJININEM UOHOB BHYTPHU MeMOpPaHBI.

4. Ilepenoc noHOB.

[Ipn HaMUUM 3JIEKTPUUECKOTO IOJd ITOMUMO TIOTOKA MOHOB dYepe3 MeMOpaHy, OOYCJIOBJIEHHOTO
PA3HOCTBIO KOHIICHTPAIINHU, TTOABJISIETCS TTOTOK MOHOB, OOYCJIOBJICHHBIN HAJIMYIHEM 3JICKTPUICCKOTO
noJist. B sTOM cirydae cymMMapHasi IIJIOTHOCTH TIOTOKA MOHOB Yepe3 MeMOpaHy omnpejensercs gpop-
MyJI01
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q = gAC + bC; Ay, (2)

rjie A - PasHOCTh MOTEHITHAIOM MeXKJIy CTeHKamu MeMOpanbl, C; - KOHIIEHTPAIlusl NOHOB C TO
CTOPOHBI MeMOpaHbl, OT KOTOPOW HAaUYMHAETCs JIBUXKEHUE MOHOB Uepe3 MeMOpaHy 10J1 jeficTBueM
JIEKTPUIECKOTO 1M0JIsT (JIIs1 TTOJIOXKUTEIbHBIX HOHOB CO CTOPOHBI HOJIBIIErO MOTEHIHAIIA).

Haiiiure ycraHOBUBIIYIOCS Pa3HOCTH ITOTEHIINAIOB MEXK/Iy CTEHKAMU MEeMOpPAaHbI.

33

Ucnonw3yiiTe Bce XapaKTEePUCTUKN MEeMOPAaHbI, BBEJEHHBIC B NPEJAbLIyIUX myHkrax. [Ipu pasen-
CTBe KOHIIEHTPAIUIl C PA3HBIX CTOPOH OT MeMOpaHbI, 9T KOHIeHTpaIun paBabl C,.

5. DKBuBaJIeHTHasg cxeMa. lIporecchl mporekaHus TOKa Uepe3 MeMOpa-
HY MOT'YT OBITh OIUCAHBI C IIOMOIIBIO SKBUBAJIEHTHON SJIEKTPUIECKON CXEMBI.
CaszxuTe nnapaMeTpbl 310l cxembl DJ[C nCTOYHMKA U CONPOTUB/IEHNE LEIN C i1
IIapaMeTpaMu peaﬂbHOﬁ Mel\/l6paHbI " XapaKTEePpUCTUKaMH MOHHbIX ITOTOKOB.

6. Kak nokazanu A. Xodocxun. u 9. Xaxcau st 00bsiCHEHNSI BOSHUKHOBEHUS
HEPBHBIX UMITYJILCOB HEOOXOIMMO IIPUHUMATH BO BHUMAaHKE, KAaK MUHUMYM JIBa R
THIIa NOHOB. BTOPBIM OCHOBHBIM THIIOB HOHOB ABJIAIOTCA nOHBI HaTpud Nat. B
MeMOpaHe TaKzKe IIPUCYTCTBYIOT HATPUEBLIE KAHAJIBI — HACOCHI, IPUHYIUTE b
HO IIePEHOCIINe MOHLI HATpHd M3 KJIETKH Hapy»Ky. Dyjem cumrarb, 4T0
JJIA O6OI/IX TUIIOB MOHOB U3BECTHLI IMTapaMeTPbl 3KBUBAJICHTHBIX CXEM RK, EK
1 Ry, ENa (ENa > €k ). IlycTb u3HAYAIBHO BCe HATPUEBbIE KAHAJBI 3aKPBITHI,
a 3aTeM B HEKOTOPLI MOMEHT BPEMEHU OTKPBLIBAIOTCS Ha, HEOOJIBIION IIpoMe- o
JKyTOK BpemeHu 7. Ouuimmre, Kak OyIeT N3MEHSThCsI Pa3HOCTh HOTEHINAIOB

MEXKJIy CTeHKaMu MeMOpaHbI ¢ TedenueM Bpemenu. [locTpoiite mpumepHbiit rpaduk 3Toit 3aBucu-
MOCT.

=&

Ecau vl 8ce pewuau npasuasbHo, mo noayderrnsiti 2padur u 6ydem modeauposamsv
epemeHHOt 00 HePpeHo20 umnyavca!

Pemienune

3amanue 3. «HepBHOEe BO30ykKIeHUE»

1. Iudbdyzus.

10 knacc. Teoperudeckuit Typ. 3



BHE
KJIETKH
nmemOpara

hl { L EHYTpPH

1 1 KJIeTKH

Broraenum napaJsuiesienuiesy ¢ e IMHIIHON IO IHI0 OCHOBaHUsI, OOKOBBIE CTOPOHBI KOTOPOT'O TIep-
HEHJIUKY/ISPHBI [JIOCKOCTH MeMOpaHbl. V3MeHeHue 4ucesl 4acTH B BHe KJETKH U BHYTpH Hee (B
peJiesiax BbIJIEJEHHOTO TapaslesIeluie ) OMUChIBACTCS Y PABHEHUSIMU

AN,

Ato = —g(Co — 1)

AN, : (1)
At = —Q(Cl - Co)

YuuThIBas CBA3b MeJy YUCJIOM YacTHIL U COOTBETCTBYIOIe KonnenTpanueir Noq = Cy1hg 1, mepe-
nuriem ypasaerust (1) B Buje

AC,
hof; = —g(Co — C1)
hy Atl = —9(01 - Co)

13 KOTOPLBIX CJIEIYyET YpaBHEHUE, OIIMChIBAIOIMUE U3MEHEHNE PAa3HOCTU KOHL[eHTpaL[Hﬁ

W3 sroro ypaBHeHHUsI CJIEAyeT, 9TO XapaKTePHOE BpPeMsl YCTAHOBJIEHHS PABHOBECHSI OIPEIE/ISIeTCS
dopmyoit

9 ( r 1> - g(hﬁoﬁlho' )

T =

J— _l’_ J—
ho  hy
2. Beiny>kaeHHblIll 11epeHoc u jguddys3us.

[Ipu HaZMYIMK BBIHYZKJIEHHOTO TIEpEeHOCa B ypaBHEHUAX (1) HOABATCS JIOMOJHUTETIBHbIE CIaraeMble
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AN,
0 == —g(C() — Cl) —nm

A . (4)

N —g(Cy — Cp) +nm

U3 s1ux ypaBHeHUil CJieyer, 9TO B CTAIMOHAPHOM peKuMe (KOIjia KOHIIEHTPAIMN YaCTHI[ HE W3-
MEHSIIOTCSI CO BPEMEHEM) PA3HOCTh KOHIEHTPAIN pABHA

nm

3. DueKTpUYeckoe I1oJie.

Ncnonb3yst u3BecTHble (DOPMYJIBL JJIsSI HAIIPSXKEHHOCTEH II0JIei, CO3/1aBaeMbIX ILIOCKUM CJIOSIMU,
MOYKHO 3aITUCATh BbIpasKEeHHE JIJIsi HAIPS>KEHHOCTU OJIHOPOJIHOIO II0JIT BHYTPU MeMOpPaHbI

6(01]11 — Cgh())
E = )
2o, (6)

rjae € - 3apdl 3JIEKTPOHa, IIOJIO2KUTEJIbHOE HallpaBJICHUE IIO0JIA - U3 KJIETKHW HapPY2KY.

TOFIL& Pa3HOCTL IIOTCHIINAJIOB PaBHA

Agp — Fg— ea(C’lhl — Coho) ' (7>
250

4. Ilepenoc noHOB.

By,[[eM CHUTAaThb, 9YTO KOHIEHTPallusd NOHOB BHYTPHU KJICTKHU IIPEBLIITACT UX KOHIEHTPaAIINIO BHE €€.
B sTom cJIydae ypaBHEHUA basaHca 4nucaa JaCTUIl IIPUHUMaIOT B/

AN,

%0 = —g(Cy — C1) —nm + bC1 Ay )
A .

Atl = —g(Cy — Cy) + nm — bC1 Ay

B cranmonapuoM pe:kuMe 9TH ypaBHEHUS PABHOCUJIBHBI, TIO9TOMY JIJIsi OIIPE/IC/ICHIS CTAIlMOHAPHBIX
KOHIIEHTpAIINil, K HUM HeOOXOIUMO JI0O0ABUTH YCJIOBUE MOCTOSTHCTBA YHC/Ia IACTHUIL

Coho + Olhl = Oe(ho + hl) (9)

Teneps u3 ypasuennii (7)-(9) nam HeoOXOTMMO HAiiTH BBIPAYKEHHE JII PA3HOCTH MOTECHINAJIOB
A. JIns1 yIpoIenns pacieToB Bce KOHIEHTPAun, GUIYPUPYIOINe B 9THX yPABHEHUSIXK, BHIPA3IM
Yepe3 UCKOMYIO Pa3sHOCTh HOTeHIuaIoB. s dero samnuiem

Coho + Clhl — C€<h0 + hl)
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2
Cihy — Coho = 22 Ay

ea

Tenepb CKJIaJdblBasd W BbIYUTad 3TU BbIPpazKCHUA, ITIOJIYIYUM

(ho + hl) i 250

Cl - Ce 2h1 eahl

Ay

(ho + h1> 280
Co=0C, — A
0 2h0 eaho y

[TosicraBuM 9TU BbIpayKeHust B ypaBHeHusl (8) B CTAIMOHADHOM DEXKHUME, B PE3yJIbTare MOJIyduM
KBa/JIpaTHOE ypaBHEHUE JIjIs OTIpeIe/IeHns] CTAIlMOHapHON Pa3HOCTU MTOTEHINATIOB

ho + hl) i 250
2h1 eah1

_g (Ce (ho + hl) 250 A Ce (ho + hl) _ 280 A(p) —nm+b (Ce(

— Ap | Ap =
2ho eahg 14 2h eahq 90) p=0

[Iyrem anrebpamdecKux mpeodbpasoBaHuil IpeodpasyeM ero K CTaHIapTHOMY BHLY

2€0b 2 2509(h0 + hl) (ho + hl) h% — hg
A TR T po MO TPV ) A — Cog—=—20) =0 10
eahl( SD) * ( eah0h1 + 2h1 ? nm -+ g 2h0h1 ( )

TTostoxxkuTeabHbIIT KOPEHb KOTOPOTI'O MU JJaCT NCKOMYIO Pa3HOCTDH ITIOTEHIIUAJIOB.

5. DKBUBaJIEHTHAd CXeMa.

10IOJIHUTE

K. Ynobuo

JHUKAMH.

‘0 MOKHO R

ITh paBHa
M (10), a &
NPUMEPHO

[€HI[HAJIOB c
Y1 HOHAMU

Koneuno, ykazannyio SKkBUBAJEHTHYIO CXEMY CJIEyeT JIONOJTHUTH JIEKTPUIECKIMU eMKOCTSAMHU CJIO-
€B YKUJIKOCTU BHE U BHYTPHU KJIETOK. ¥YJIOOHO MOJIEIUPOBATE ITU CJIOU HE KOHJIEHCATOPAMU, & yeTH-
HEHHBIMHU TTPOBOJHUKAMU. Fcim »Ke MPUHATH MOTeHINa] BHE KJIETKH PABHBIM HYJIIO, TO MOYKHO
«ODOUTHUCH» W OJHUM YeJIUHEHHLIM IPOBOJHUKOM. B Takoil cxeme 04eBHJIHO, UTO SKBUBAJIEHTHA
9/1C noskHa 6BITH paBHA 3HAYEHIIO PABHOBECHOTO TIOTEHITHAJIA, OlIpejiesiseMoro ypasuenueMm (10),
a BequmunHa RC' COOTBETCTBYET BPEMEHU YCTAHOBJICHHUS PABHOBECHSI, ITPUMEPHO OIPEIC/ISTEMbIM

dbopmyoit (3).
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6. Koryia marpueBble KaHAJIbI 3aKPLITHI, TO PA3HOCTD HOTEHINAIOB
OIIPEIEJISIeTCsl PABHOBECHOH PA3HOCTHIO MOTEHIIHAJIOB, 00YCIOBIIEH-
Hoit monamu Kasus (pemenuem ypasuenus (10)). IIpn orkperrum
HATPUEBBIX KAHAJIOB B SKBHBAIEHTHYIO CXEMY CJIE/[yeT BKJIIOUUTD
9/1C, MozenupyolLyio HATPUEBble HACOCHL. B sToM cirydae meM-
Opatia HOCTENeHHO Oy/IeT U3MEHATD CBOIO HOJISIPU3AIMIO HA IPOTU-
BOIIOJIO?KHYIO, & PA3HOCTD IIOTEHIIHAJIOB CTPEMUTHCH K PABHOBECHIO,
onpeensgemomy namaneM 18yx 9/1C, To ects nx pasnocrsio. Bpe-
Ml IIEPEXO/Ia K 9TOMY PaBHOBECUIO OyJeT MEHBIIe, TaK KaK COIpPO-
THBJIEHNE MeMOpanbl yMeHbIuTcs. Ilocte 3aKpbIBaHus HATPHEBDLIX
KaHaJIOB, MeMOpatia cucreMa Oy1eT BO3BPAIIATHCS K HCXOJHOMY CO-
CTOSIHHIO ¢ OOJILIINM BpeMeHeM mepexoga. CXeMaTHIecKn 9TOT IPo-
IIeCC NOKA3aH Ha PHCYHKE.

T

""KameEoe" | pABHOEECHe

U

"HaTpHeEoe" papHOBECHE

o

K

#

—T¢&

™

3 B peanbHOCTH BHYTPH U BHE KJETKH IIPHCYTCTBYIOT MOHBI U JIPYTHUX THIIOB, KOTOPHIE TaKrKe
BHOCAT CBON BKJIaJ B cozjanue rmojd. OHaKO UX KOHIEHTPAIMU TPAKTUYIECKH HE M3MEHSIOTCH
II09TOMY OCHOBHYIO POJIb UI'DAIOT ITOTCHIINAJIBI U3MEHHAIOIINXCA MTOJIeH, CO3/aBaeMbIX TEMU NOHAMU,
KOHIIEHTPAIIUN KOTOPBIX u3MendatoTcsd. [loaTomy 37mech u B masbHeiineM npuHIMaeM BO BHUMAaHUe

TOJIBKO UX M IIOJIA CO3JaBacMbl€ MMMU.

4 ﬂOFI/I‘{HefI, KOHCYHO 3a/laBaTb 3aBUCHUMOCTDL IIOKa3aTeJld IIPEeJIOMJICHUA JUIJICKTPHUKa OT MHTECH-

CUBHOCTHU CB€Ta B HEM, HO MbI PEIINJIX YIIDOCTUTHL BaM 2KU3Hb.
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