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IIpennoxeH croco6 ompeneeHus] TUHAMUYECKUX CBOMCTB MPOBOIMMOCTU ITOTEHIIMA-3aBUCHUMBIX
MOHHBIX KaHAJIOB ¢ HECKOJIbLKUMMU TMOCIEA0BATEILHO PACIONOXKEHHBIMU SHEPTETUUECKUMU OapbepaMu,
Ha3BaHHBIMM BOPOTHBIMU YacTUIIAMU, C MOMOIIBI0O TEOPUM MapKOBCKUX CIYyYallHBIX ITPOIIECCOB C
HETNPEPBIBHBIM BPEMEHEM M IMCKPETHBIM MHOXECTBOM COCTOSSHMI. YHMCIO0 COCTOSIHUIT MPUHUMAIIOCh
pPaBHBIM YMCJTY SHEPTeTUIECKUX 6aphepOB B KaHaJIe TTIOC OMHO. ECIv MpUHSATh TUIIOTE3Y, YTO ClyJaifHbIe
IMOTOKHU MEePeKIIOYaIoNIe BOPOTHBIE YACTHUIILI MEXKIY OTKPBITHIM U 3aKPBITHIM COCTOSIHUSIMU SIBJISTIOTCSI
IyaCCOHOBCKUMM, TO MaTeMaTU4eCKOe OIMUCAHWE COCTOSHMSI CUCTEMBI OMHOMMEHHBIX KaHajoB OymeT
UMETb BUI CHUCTeMbl JIUHEWHBIX nuddepeHIIManbHbIX ypaBHeHU KoiaMoropoBa misi BeposITHOCTEM
coctosgHuii. C MOMOIIBIO 3TOI MOOEIM U pPe3yJbTaTOB MCHBITAHUI Mo MIpoTokoily «Volt-Clamp»,
MPENCTAaBAEHHBIX B OTKPBITON Me4yaTH, MOXHO TOJYYUTb 3aBUCUMOCTH (DMKCHUPOBAHHBIX 3HAYeHU
MeMOpPaHHOTO MOTEeHIIMAala OT MHTEHCUBHOCTE! MyacCOHOBCKUX MOTOKOB UISI MHOTHX TUIOB KaJIMEBBIX
kaHasioB. [TapaMeTphl BXxonsiiiux B ypaBHeHUe Koamoroposa hyHKIIMI, ONMMCHIBAIOIINX MHTEHCUBHOCTh
repexojia MOHOB CKBO3b KaHaJl, BOCCTAHABJIMBAIOTCSI C TMTOMOIIBIO OOOOIIIEHHOTO METOMa HaMMEHBIITNX

KBaapaToB. [IpuBomSITCS HpPUMEPHI

OINpeacICHUA UHTEHCUBHOCTEM IIepexoqoB OJid OBYX BHIOB

MMOTEHI[UAT-3aBUCUMbBIX KaJIMEBBIX KAHAJIOB — «3aJepxXaHHOro BeinpsmieHus» (IKdr, nBe nuoeHTHUYHBIE
aKTUBAllMOHHBIC BOPOTHbIE YACTUIIbI) M KaHaja ¢ ObICTPHIMU IIpOLleCCAaMM aKTUBALlUM M WHAKTUBALMU
(IKa, Tp1 MAECHTUYHBIE AKTUBALIMOHHbBIE U OJHA UHAKTUBALIMOHHAsI BOPOTHBIE YacTUIbl). [Toka3zaHo, 4TO
aKTHUBAalMs U JeaKTUBALUsI KaHajla OMMChIBaeTCs pellieHrueM obiiero ypaBHeHust Kojimoroposa.
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MOHHDBIE TOKHN BOJIOCKOBBIX KJIETOK

B 1952 r. AJI. XomxkuH n A.®D. Xakciau pelmim
3amady pasmesieHus MOHHBIX TOKOB M ONpenesieHUs
WX TTapaMeTPOB P TTOMOIIH TIPEIUIOKEHHOTO JKC-
nepuMeHTalibHOTO TIpoTokoja Volt—Clamp [1]. OHu
MIPOBOIVJIM WCCJICIOBAaHUS Ha TUTAHTCKOM aKCOHE
KaJbMapa M TIPEIITOIOKUIN, YTO UX METOI TIprMe-
HUM U K IPYTUM KJIETKaM.

B HacTosiee Bpems uccienoBaTead MOCTOSSHHO
pacKphIBalOT OCHOBHbIE (DUBUYECKUE U XUMUYECKUE
CBOICTBa (PyHKIIMOHUPOBAHUS MOHHBIX KaHAJIOB Ha
OCHOBE COYETAHUSI BBIYUCIUTEIBHBIX METOIOB, pe-
3yJIbTAaTOB PEHTIEHOBCKOI KpucTa/uiorpauu u Mo-
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JIEKYJISIPHO- JMHAMUYECKOIO MOIeMpoBaHus [2].
KoHeuHas 11e71b Mcclief0BaHUI COCTOUT HE TOJBKO B
TOM, YTOOBI M3BJI€Yh M3 MHOXECTBAa 3KCIECPHMEH-
TaJbHBIX JAHHBIX OCHOBHBIC IPUHIIUIILI CTPOCHMUS
KaHaJIOB, HO I BHEIPUTh X B UCKYCCTBEHHBIE CHCTE-
MBI KaK TaTYUKU IJIEKTPUUIECKOro HampsikeHus. Ya-
CTO IIpeIaraloTCsl «CKOPOCTHBIE» MOIEIIN IMOTEHIIN -
aJl 3aBUCUMBIX KaHAJIOB, B KOTOPBIX IPEAIIoaraeTcs,
YTO ITOPHI KaHaJIa HAXOASATCS B HECKOJIBKMX CTa0OMIIb-
HBbIX KOH(MUrypauusix, a IpoLecC MPOXOXKIACHUS
MOHOB M300paxkaeTcs KakK Iepexo]l MOHOB U3 OTHOM
CTaOMIbHOM KOH(UTYypallui B CJIEAYIOILIYIO C BEpO-
STHOCTBIO, 3aJaHHOI IMOCTOSIHHOW CKOPOCTHU, 3aBU-
caieit oT noreHuuana [3]. CKopocTHbIE MOAEIN MO-
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TYT AaTh JIUIIb MTPUOIU3UTEILHYIO KapTUHY TIPOLEC-
ca TIpoxoja UOHOB. MozeIu TaKOro TUPA CBSI3aHbI C
SKCIEPUMEHTAIbHBIMU pPe3yJIbTaTAMU C TTOMOIIBIO
MaTeMaTUYEeCKUX BBIPAXKEHUIA IJISI TIOTOKOB MOHOB,
U, UX MOXXHO UCIOIb30BaTh JJIsI OLIEHKU ITapaMeTPOB
KMHEMAaTUKM KaHalloB. McciaegoBaHMsI TaKKe BHI-
SIBUJIM CYLLIECTBOBAaHUE psifa CIeIM(PUIECKUX KaThU-
OH-CBS3BIBAIOIINX  YYAaCTKOB,  PACHOJOXKEHHBIX
BIIOJIb Y3KOM MTOPHI KaHaa, Mpearioiarast, YTo MOHBI

K" MOTYT OYKBaJIbHO «IIepenphiruBaTh» (hop) oT o-
HOTO MeCTa CBSI3bIBAHMSI K APYTrOMY 1O Mepe MpOAB1-
XXKeHUs B KaHayie. B mooaep:KKy 3Toil TOUKU 3peHUSI
OBUIO OOHAPYXEHO, YTO KOH(UTYpalluM MOHOB MO-
TYT COOTBETCTBOBATb SHEPTETUYECKUM SIMaM OAWHA-
KOBO1 TTTyOMHBI X YTO IIEPEHOCY MOHOB IIPOTUBOCTO-
AT JIMITh HEOOJIBIITNE YHEPTeTUIECKIE Oaphephl. DTH
«CKOPOCTHBIE» MOJIEIU MPOXOXIESHUSI MOTYT OBITh
rnepeBeeHbl B KUHETUYSCKIE MOACIN U UCHOJIb30-
BaHBI UISI aIMIIPOKCUMAINU 3KCIEePUMEHTAIbLHBIX
naHHbIX [7]. Takoit moaxon MOXHO TPUMEHSITh IS
MIPOBEPKU IIPOTHO30B MOJAEIN Ha OCHOBE CTPYKTYP-
HBIX 1 BBIYMCIUTEIbHBIX UCCIIEIOBAHMIA, a TAKIKE IS
CBSI3BIBAHUSI DKCIIEPUMEHTAIBHBIX pPe3yJIbTaTOB CO
CTPYKTYPHBIMU OOBEKTaAMM B KaHAJIbHOM OEJIKE.

Pesynprater paboter  AJl.  XomkkuHa WU
A.P. Xakcau [1] MOXHO cUuTaTh 0Opa3lioM TpUMe-
HEHUS «CKOPOCTHOI» MOJieJIM KaHasa, TaK KaK OHU
ObLIM MpeACTaBJEHbl B BUIE aHAUTUTUYECKUX (PYHK-
it (V) u B(V), BeIpaxkamIlnx 3aBUCUMOCTb YMCTIa
MEePEXO0B 32 EAMHUILY BpeMeHU (j1ajiee Ha3blBaeMbIX
UHMEHCUBHOCMAMU Nepexo008 0POMHbBIX YACMUY,, WU
MPOCTO — UHMEHCUBHOCMAMU). DTU TIEPEXObl MPO-
UCXOJAT MPY KOHPOPMAILIMOHHBIX MMEPECTPOMKAX Ka-
HaJILHOTO OejiKa, KOTOpHBIE 00eCIeunBaIOT IepeMe-
IIeHUe UOHOB MEXIy BHYTpEHHEN U BHEIIHEl CTO-
pOHOII MeMOpaHbl) M3 OTKPBITOTO COCTOSIHUS B
3akpsiToe (3(V)) m ooparHo (a(V)) [3, 8].

®dusnonoru, ucciaeaoBaBIIne BECTUOYISPHBIN U
CITyXOBO# ammapaT XUBOTHBIX, OIPEIeTNIN XapaK-
TePUCTUKU KAJIMEBBIX, HATPUEBBIX U KATBLIMEBBIX TO-
KOB B BOJIOCKOBBIX KJIeTKaX U B MEPBUYHBIX HEHpPO-
HaxX. OmMHAKO B OCHOBHOM TIPUBOIATCS He QDYHKIIUN
a(V) u B(V), a cralmoHapHbI€ ITPOBOIMMOCTHY KaHa-
JIOB U MOCTOSIHHBbIE BpeMeHU JJisl TOKOB. B ciyyasix
OIMMCaH1s KaHAJIOB CO MHOTMMH BOPOTHBIMU YaCTH-
1IaMH 3TO TIPUBOJUT, HAITPUMEP, K TOMY, 4TO MOCTO-
SIHHBbIE BPEMEHU MEPEXOIHBIX MPOIIECCOB ITPU OTHOM
W TOM Xe TTOTeHIIMaJe MeMOpaHbl, HO TIPA Pa3HBIX
HaYaJIbHBIX YCIIOBUSX (B pexkrMax aKTUBALIMU U Jie-
aKTUBalLlMU MEMOpPaHbl) OKa3bIBAIOTCS PAa3IUYHBIMU,
YTO TPOTUBOPEUYUT OCHOBHOMY IIPEIITOJIOKEHUIO O
TOM, YTO UHTEHCUBHOCTH 3aBUCST TOJIBKO OT ITOTEH-
uuana. Takue ciydyar, BO3MOXKHO, CBSI3aHbI C TPY/I-
HOCTSIMU OTIpeeJICHUS TOCTOSTHHBIX BpeMEHM Ha Te-
CTOBBIX MOTEHIIMAJIAX OJU3KMX K 3HAYEHUIO TTOTEH-
uuaga mMoKosl KJeTku. Jlajsee Mbl, UCIOIb3Ys
MaTeMaTUIeCKyIO0 MOJIEb, TIOKaXKeM, YTO HUKAKOTO
Imapamokca He BOZHUKAET, U HECMOTPST Ha OOJIbIIne

IITyMbI B JAHHBIX B OKPECTHOCTH TTOTEHIIMAIA TTOKOSI
KJIETKI, BO3MOXHO BOCCTAHOBUTH 3HAaUeHUsS (DYHK-
muit a(V) u B(V) u yrodHUTh 110 HUM 3HAYE€HUS I10-
CTOSTHHBIX BPEMEHU JUTSI Pa3HBIX KaHAJIOB.

B Hacrosiiiee BpeMsi HOBBIE TEXHUYECKHE BO3-
MOXHOCTU TIpU TPOBEIECHUU 3SKCIEPUMEHTOB Ha
BO30YIMMBIX pelIeNTOPHBIX KJIETKAX KUBOTHBIX IIPU-
BOJIISIT K HEOOXOAUMOCTH IOTIOJTHUTEILHOTO MaTeMa-
TUYECKOr0 OMUCAHUSI MOHHOM MPOBOAUMOCTU KJIE-
TOYHBIX MeMOpaH M aHaliu3a ITOJyYalolIUXCs MpU
MOJICIMPOBAHUM PE3YJIbTATOB JUISI MX TPAKTOBKU U
JaJIbHEMIIIETO UCIIOJIb30BAHUSI.

st onvcaHust U3BMEHEHUST BEpOSITHOCTEN COCTO-
SIHUI KaHajloB B (popMe MapKOBCKMX IMPOILECCOB C
MOMOIIIBI0O OOBIKHOBEHHBIX anddepeHINATBLHBIX
ypaBHeHHI [6] TpeOyeTcst, YTOOBI OBLTM WM3BECTHHI
WHTEHCUBHOCTU MEPEXO0B MEXIYy COCTOSHUSIMU
KaHaJia. 3aBUCUMOCTb BEPOSITHOCTEN OT MOTeHIMaIa
MpeacTaBIsieTcs], HallpuMep, TpaaullMOHHBIMU (hOp-
myiaamMu XomxkuHa—Xakcnu [1]. Takoe ommcanue
MO3BOJISIET BbIOpAaTh UHTEPBAI U JIUTEIBHOCTb TE-
CTOBOT'O TOTEHIIMalla, HA KOTOPOM IPOBOAUTCST UC-
clieloBaHVe KaX10ro TOKa, a TakxKe ONpeAeauTh BUT
annpoKCUMUPYIOIIUX (GYyHKIMHI 1151 aHaIM3a 3aMu-
ceil Toka KJIETKHU, MoJydaeMbIX KaK pe3yJibTaT UCTIbI-
TaHUi1 110 TIPOTOKOJIy «Volt-Clamp». B 3Tux ombitax
MMPOU3BOMISTCS 3alMCU NU3MEHEHUS TOKA YEPE3 OTpe-
JIeJICHHBI TUIT KaHaJIOB BO3HUKAIOIIETO MPU MIHO-
BEHHBIX MepexoJax MoTeHIrasa KJIeTKU MexX1y QuK-
CHUpoOBaHHBLIMU ypoBHsIMU. IlomydeHHBIE Tpadmkm
anmpoKCUMUPYIOTCS (PyHKIIUSIMU BpeMEHU C HEU3-
BECTHbIMM TapaMeTpaMu. B pesynbraTe mojydaror
HaOopbl 3HAYECHUI TapaMeTpoOB alIpOKCUMUPYIO-
rii ¢GYHKUUU, OIUCHIBAIONIEH M3MEHEHUE CUJIbI
TOKa, JJI1 KaXJ10ro (pUKCUPOBAHHOTO 3HAYEHMUS T10-
TeHIIMaJla MeMOpaHbI. 3aTeM Ha OCHOBE 3TOM Ta0JIM-
LBl OTPEIESIIOTCS ASKCIEpUMEHTAbHbIC 3HAUCHMUS
WHTEHCUBHOCTEN IJIs1 3TUX 3HAYEHUIt MEMOPaHHOTO
MoTeHIIMAaNA.

s mosyyeHus mapamMeTpoB MHTEHCUBHOCTEN B
TPaAULIMOHHOM aHAJIUTUYECKOM BUJE TIpeaiaraeTcs
WCTIOIb30BaTh KBAa3UPETYJISIDHBIA METOJI HAUMEHb-
IIUX KBaApaTOB [JIi MOHOTOHHBIX MIaAKUX (yHK-
LI, KOTOPBI U3J10XKeH najee. [TpuBoasgaTcs: mpume-
pBl OMpEeNeIeHUsT UTHTEHCUBHOCTEN IJISI IBYX TUTIOB
KaJIMEBBIX KaHAJIOB B MEMOpaHax BOJOCKOBBIX KJie-
TOK BECTUOYJISIPHBIX OPTaHOB JISITYIIIKM T10 pe3yJibTa-
TaM BKCIIepUMEHTOB, ONKWCAaHHBIX B padorte [7].

MateMmaThdeckass MOJENb Mepexoaa MeXOy CO-
CTOSIHUSIMU MOHHOTO KaHaja. s moctpoeHust Ma-
TeMaTU4YECKOI MOJeu MepexoIHOro mpoliecca, Ha-
61101a€MOr0 B OKCIIEpUMEHTAX, pACCMOTPUM Tpaau-
LIMOHHBIA METOI MCCIeNOBaHUSI CBOMCTB MOHHBIX
KaHaJIOB —MeTOJ, peTUCTPALlU TOKA MPU UCITbITAHU -
sx mo mporokofy «Volt-Clamp», HUCIoJIb30BaHHbBI
XomxkKuHbIM 1 Xakcau. [1py ncrpITaHUsIX ITOTEHLIM -
a7l MeMOpaHbl HcCCIefyeMoi KJeTku V,, cHauajia

JJINTEJIBbHO YACP>KUBACTCA Ha MTIOCTOSAHHOM 3HAYCHUN
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Vin = Vhold> @ 3aTEM MTHOBEHHO IEPEKIIIOYAETCA Ha
noreHuuan Vy,, = V. (MHIEKCOM «m» 31€Ch U Jajiee
OyaeM o0o3HayaTh MEepeMEHHBIC U TMapaMeTphbl, OT-
HocsIuecs: K MeMopaHe kjieTku). [Ipu aToM MrHo-
BEHHO U3MEHAIOTCS NHTEHCUBHOCTH IIEPEXOIOB BO-
POTHBIX YaCTUILL MEXIY OTKPBITHIMU U 3aKPBITBIMU
COCTOSIHUSIMU BO BCEX MOHHBIX KaHaJIaX U HAYMHAEeT-
s IIepexo]l BEPOATHOCTEN OTKPHITOIO COCTOSTHUS Ka-
HaJIOB OT CTAllMOHAPHOIO 3HAYEHU IIPU ITOTEHIIMA-
Jie MeMb6pansl Vi, = V44 K CTallMOHApHOMY 3Haye-
Huto nipu Vy,, = Vi Ilonnepxanue norenuuana Ha
3aJaHHOM 3HAYE€HUU BO BPEMS 3TOTO IEPEXOIAHOTO

dav,
Icom ! =Cm_m+GR)en
() dt K+ op

¢ HavalabHbIMU yciaoBuaAMU Vi (f = 0) = Vigq, 1
Popen(® = 0) = Popen(Vhold)» TA€ BEPOSITHOCTHAS Mepa
4ucJla KaHAJIOB, OTKPBITBIX B MOMEHT BpeMeHU 7. [1a-

pPaMETpbl PaBHOBCCHOTI'O ITOTCHIINAJIAa U TIPOBOANMO-
CTHU MOHHECCJIICKTUBHOT'O TOKA YTCUYKHU El n Gl 00OBIYU-

HO OBIBAIOT M3BECTHBI 4O Havaja 00pabOTKN OCHOB-
HBIX pe3yJIbTaTOB, U TOK YTEUYKU MOXET ObITh
KOMIIEHCUPOBaH. PeBepCHBII MOTEHILIMAJI KAJTUEBOTO
ToKa Ey TakxKe MOXKHO CUMTATh U3BECTHBIM, €CJIU U3-
BECTHBI KOHLIEHTpAllMY KaJIus B MPOTOILIa3Me U BHE
KiIeTku. O603HaunM C,, — EeMKOCTb KJIETOYHOI MeEM-
Opanbl U Gy — MaKCUMaJIbHasl IPOBOAMMOCTD KaHa-
JIOB M3y4yaeMOro TUMa oIpeaeasieMble SKCIIeprUMeH-
TaJIbHO.

Tak Kak cxema ¢ OTpuLIaTeJIbHOM OOPAaTHOM CBSI-

av,,
3bI0 O0ECIIEYNBAET PABEHCTBO > = 0, 1 TOK yTeuKu
t

KOMIIEHCUPOBaH, TO B pe3yJibTaTe OIbITa PErUCTPU-
PYeTCst TOK I (1) = Popen(f) G (Viest — Ex)- Bo Becex
JaJbHENINMX BBIYMCIIEHUI MBI OyIeM IpearojaraTh,
4TO BeJIMYUHBI Gy U E U3BECTHBI U MOXKHO JUTS KaX-
J0T0 3HaueHusl Vg MOIY4YUTh 3aBUCUMOCTb OT Bpe-
MEHU 111 BEPOSITHOCTU OTKPBITOI'O COCTOSIHUS KaHa-
( t) — I com (t) )
GK (Vlesl - E K)

Crnenys XOIKKMHY 1 XaKCJIY, CAeJIaeM IBa Mpe-
MOJIOXKEHUSI: O0ILIasI TPOBOAMMOCTD KJIETOUHOM MeM-
OpaHbl I OMHOTUITHBIX MOHHBLIX KaHaJIOB paBHA
CyMMe TMPOBOAUMOCTEIl OOJBIIOrO KOJIMYECTBA OT-
JIeJIbHBIX KAHAJIOB; MPOBOJAMMOCTD KaXKIOro KaHaja
3aBUCHUT OT (PYHKIIMOHUPOBAHUS BXOASIIIMX B €I0 CO-
CTaB BOPOTHBIX YACTHII.

ITycTh Kaxknasg BOpOTHAs YacTULIAa B CIydailHbIe
MOMEHTBI BpeMeHHU, 00pa3ylolie ciydailHble ITyac-
COHOBCKUE MOTOKHM COOBITHIA, TIEPEXOIUT U3 OTKPhI-
TOTO COCTOSTHUSI B 3aKPBITOE CO CPEIHEN CKOPOCTHIO
B(¥) u U3 3aKpHITOrO B OTKPBITOE CO CPEIHEI CKOPO-
cthio a(V), tne V — anekTprudecKuii HOTEHLUATT MEM -

na: P

open
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Mpoliecca OCYIIEeCTBIISIET JeKTpuIeckasi cxema, Io-
Jarouiasi B KJIETKY TOK /.., KOTOPbIif KOMIIEHCUPYET
W3MEHEeHUST MeMOpaHHOTO ToKa KileTku. O6paboTKa
3aIcel KOMITCHCHPYIOIIETo TOKa MO3BOISIeT HAaTH
XapaKTepPUCTUKU NCCIIeAYEMBIX MOHHBIX KaHAJIOB.

Eciu napameTrpsl IpoTokoja (moTeHuuansl V14
U Vieg U IUIMTEIBHOCTU UX AEUCTBUSA) MOAOOPaHBI

TaK, YTO BO3HUKAIOIIUI TOK SIBJISICTCS TOKOM 4Yepes
KaJIueBble KaHAJIbI OHOTO 3aJaHHOTO TUIIA, TO U3Me-
HeHUe 0011ero MeMOpPaHHOI'O TOKA MOXKET OBITh OIU -
CaHO ypaBHEHUEM

- EK) + Gl (I/test - El)

OpaHbl KJIeTK. Eciau Bce BopoTHbIe dyacTulbl (k) B
KaHaJIe BKIJIIOYEHBI TTOCIENOBATEILHO U YIIPABIISIIOT-
Csl He3aBUCUMBIMU MOTOKAMU COOBITU, TO KUHETH-
Ka MOHHOTO KaHajla MOXeT OBITh TTpeACTaBIeHa pa3-
MeUYeHHBIM rpadoM ¢ YMCIIOM COCTOSTHUI k + 1:

SO;OSIEZ'SZ .S 'Sy 1)

B kaxnplit MOMEHT BpeMeHM BCe KaHaJIbl, Y KOTO-
PBIX OTKPBITHI { BOPOT, HAXOISITCSI B COCTOSIHUM S, U
€ KaXXIbIM COCTOSTHAEM ITpoliecca ¢ HOMEPOM i MOX-
HO CBSI3aTh 3HAUYEHME BEPOSTHOCTU HAXOXICHUS B

k .
9TOM cocTostHUu P (¢), (BepXHMII MHIEKC COOTBET-

CTBYET OOLLEMY YKCJTy BOPOTHBIX YACTHULL B KaHAJE, a

HWDKHUII MHIEKC COOTBETCTBYET YMCIY OTKPBITHIX
k+1

BopoT). OYEBUIHO, UTO ZPJk (t) = 1. B coctostnuu Sy
Jj=0

BCE BOPOTA OTKPBITHI M MTPOBOIMMOCTb MEMOPAHBI

KJIETKU ISl COOTBETCTBYIOLLIETO MOHHOTO TOKA B MO-

MEHT BpPEMEHM ! OIIPEIENSIeTCS IPOU3BENCHAEM

k
P (t)Gy,, tne Gy = Ng, N — obliee 4uciIo OfHO-
VIMEHHBIX KAHAJIOB B MEMOPaHe KJIETKH U g — [IPOBO-
JIMMOCTb OJIHOTO KaHaJIa.

Bwmecto rpada xkaHnana B popme (1), KOTOpbIii co-
OTBETCTBYET TIOCJIEIOBATEIbHOMY TMPOXOXKIAECHUIO
WOHOB Yepe3 psill BOPOT, MOXKHO MCTOJb30BaTh rpad
C MapajyieJibHbIM PAaCIOJIOXKEHUEM BOPOTHBIX 4Ya-
crull. I'pad (1) Bo3HUKAET NP MPEATIOJIOXKEHUU, YTO
B KaHajle CYyIIECTBYIOT TOCJeNOBaTebHO PacIiofo-
JKEHHbIE PHEPTETUUYECKUE SIMBI, TIPOXO]T Uepe3 KOTO-
pble 3aKpbIBaeTcs C MHTeHCUBHOCTBIO B(V), a or-
KpPBbIBaeTCsI ¢ UHTeHCUBHOCTHIO o,( V). [1apannensHoe
pPacnoOXEeHNE COOTBETCTBOBAIO OBl BO3MOXXHOCTU
OTKPBITUSI KaHajla TOJbKO B Cjiydyae MPUCYTCTBUS
OKOJIO €ro BXOJa OJTHOBPEMEHHO BCEX kK YACTUII.

Ecnu Bce yripaBisiolyie MOTOKU SIBISTFOTCS TTyac-
COHOBCKMMM M B3aMMHO HE3aBUCUMbBIMU, TO ITIPO-
necc rpada (1) saBasseTcss MapKOBCKMM MPOLIECCOM
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[6] ¢ KOHEYHBIM YMCJIOM IUCKPETHBIX COCTOSTHUI 1
HETMpPepPLIBHBIM BpeMeHeM. B 3ToM ciydae usMeHe-

" k o
HMe BeposiITHOCTeil P (f) OomumchIBaeTCs CHCTEMOIl

ypaBHeHUiT KonmMoroposa:

k
) _ B (1) (a, + ) + oYy (1) + B 1) )

dt
i= 1...k,(1k = O’Bk-H = O

IIpM1 HadYaJIbHBIX YCJIOBUAX, OTBCYAIOLIMNX YCJIIOBUAM

k
HOPMUPOBKH: PX (r=0)=1- ZBk (0).
i=1

3agauya I/II[CHTI/I(I)I/IKaHI/H/I XapaKTCpUCTUK MOHHBbIX
KaHajioB. B 3TOii pa60Te MbI IIpearojgara€ém, 4rTo
MOXHO pacCMaTpuBaThb IMPOLECCChI 6bICTpOI>'I aKTnBa-
MU U OTHOCUTEJIbHO MEIJICHHOW MHAKTUBALIUU pas-
OJCJIICHHBIMM BO BPEMCHMU. HOJIO)KI/IM, YTO B KaHaJe
HaxoaAaATcCAa k aKTUBAIIMOHHBIX M OJHA MHAKTUBAIIM-
OHHas YaCcTula.

PaccmoTrpumMm ciydaii, Korga Bce kK BOPOTHBIE 4Ya-
CTUIIBI MICHTUYIHBI ¥ KaXaasi UMeeT MHTEHCUBHOCTU
MEPEXOI0B O, U [3, TOTIa MHTEHCUBHOCTHU IIEPEXOI0B B
ernu coctostHui (1) OyayT paBHBI:

oy =ka,a;=(k—-1a,..,ou_;=q;

B =B, B2=2B, ..., B = kB.

Koraa noreniman meMOpaHbl MOCTOSTHEH, U UH-
TEHCUBHOCTU HE 3aBUCSAT OT BPEMEHMU, CYIIECTBYET
CTallMOHapHOE pellleHue CUCTEMbI YpaBHEHUU (2) 1
COOTHOILIEHUS JJIsl CTAllMOHAPHBIX 3HAYEHUI Bepo-
SATHOCTEN StP; UMEIOT BUL,

stPf =" / (a+B)",

k i

1

(Xi . Bk—i /(a_"_B)k ;

sth =af /(oz+[5)k,

a cucTteMa ypaBHEHUM (2) nUMeeT k xapaKTepucTude-
CKMX KOPHEM:

M=—(a+B),A=-2(a+B), ..., Ay = —k(a+ B).

B ycioBusix mpoBeeHNSI 9KCIIEPUMEHTOB 10 TTPO-
TokoJy «Volt-Clamp», NIpUHSTO UCITOJb30BaTh pa3-
HBIe 0003HAYEHMSI IJISI COOTBETCTBYIOLIMX 3HAYSHUIA

— +
noreHuuana: M(t=07) =V, qqu V(t=0") = Vit Ta-
Kasl 3allCb DPaBHOCWIbHA IPEANOIOXEHUIO, YTO
MeMOpaHa KaK KOHIEHCAaTOp MTHOBEHHO Iepe3apsi-

Xaercs1. B nanpHeiineM MbI OymeM IpUAepKUBATHCSI
3TOM T'MITOTE3bI U BBEAEM pPsii 0003HAYEHUIA:

M =~k (@(View) + B (Vi) T Vi) = =

A
a(I/lest)
my Ves =kStPO en Ves = 3
(Vi) ) = w0
k
G(Vtest) — k

Stj)open (Vtest ) =

st

a (I/test) + B (I/test)

e stPypen(Viest) — CTallMOHApHAsT BEPOSITHOCTD IIpe-
ObIBaHUS MOHHOTO KaHaJla B OTKPLITOM COCTOSHUMU.

IlpencraBuM penreHue ypaBHEHUU (2) ¢ yuyeTom
BBeICHHBIX 0003HauYeHUi1 (3) B BUlIe

Fopen (1) = I (1) = stPypen (Vhota) + Ci (1 - C_I/T) +

+ G (1= )+ .+ C (1=e™T). @

3anuch peleHUs CUCTeMbl ypaBHeHMi (2) B hop-
Me (4) IO3BOJISIET II0KA3aTh POJIb B IIEPEXOTHOM IIPO-
1iecce KaxXa0To U3 YICHOB CYMMBI C Pa3IMYHBIMHU 1O~
KazaTessIMU DKCIIOHEHT.

Bo3MOXHOCTh TaKOTO W3MEHEHUsI BEPOSITHOCTH
MpearnojaraeT, 4YTo0 MHTEHCMBHOCTU MEPEXO/IOB U3
3aKPBITOTO B OTKPBITOE COCTOSIHUE U OOpaTHO MpHU-
HHUMaIOT HOBbIE 3HAUCHUSI Ol Vieg) U P(Vieg) 3@ BpEMS

rnopsaka MUKOCeKyHI, a T(Vies) UMEET MOPANOK OT
€IMHUILL MUUTUCEKYH/ 10 AECSITKOB Y COTEH MUJUIN-
CEKYHII.

IMoxkakeMm, KaK BeIpaxkaloTcsl KO3(pGUIIMEHTHI pe-
weHusd (4) Cy, C,, ..., C; yepe3 THTEHCUBHOCTH Iepe-
XOIOB BOPOTHBIX YaCTHI B cirydasix k = 1, 2, 3.

Cayuaii oonoii yacmuyst. IlycTh B KaHajie €CTh
TOJILKO OAHa aKTWMBAlMOHHAasl BOpPOTHAasl 4YacTHIIA,
k=1 U 1uenb UMeeT IBa COCTOSHU:

Close ; Open.

Tor/:[a YPaBHCHHUC JIA BEPOATHOCTHU OTKPLITOI'O

cocTosiHus KaHana B (1) = P, (1):

dPypen
— = a(Vtest) (1 - Popen) - B(Vtest)Popen
dt
C Ha4YaJIbHBIM YCIIOBUEM
a (Vo)
Po en 0)= StPo en Vm = .
ren () pen (V) a(Viota) + B (Vhota)

Ero pemenue

Popen (1) = $tPypen (Vioia) + i (1 - eil/T‘(V‘“‘))

C = stPpen Viest) = $tPoen (Vioia) = )

= @ (Vies) _ a (Vo) ,
A(Viest) *B(Viest) @ (Vaota) + B (Viota)

e T U StPopen(Vholg) BBIPAXAIOTCS B COOTBETCTBUM
¢ ypaBHeHUsIMH (3).
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Cayuaii 0s8yx wacmuy. [1py AByX aKTUBallMOHHBIX U ypaBHeHUs (2) ¢ HAYaAJIbHBIMU YCJIOBUSIMU MTPUOO-
YacTHIIaX CXeMa KaHajla, IIpelCTaBMMa B BHUIE pPETaloT BUI

Closey” S, 5 Open.

dP.
7;] = _(G(Vtest) + B( test)) PS, + 2[3( test) open + 2a(Vtest)(1 - PS] - Popen)7
dj)o en
d;’ = G(KCSI)PSI - 2B(I/Iest)E)pen9
2
a(V (6)
R)pen (0) StR)pen (Vhold) = ( ( h ]d) j 5
(Vo) + B (Viola)
2
1
Ps (0) = stPs (Vioa) = 2G(V)B(V)(mj
V=Vhola
Pemenue ypaBHeHmii (6) MeeT BUJ
R)pen ( ) = StR:)pen (Vhold) + Cl (1 t/T o ) + C (1 _ZI/T(VMJ) . (7)

[MocTossHHBIE KO3 PuLMeHTHI peineHus (7) B o6o3HadyeHusIX (3):

C=2k -kt ( test)

G, =~k +ky T(View) s

ki = stPyper (Viest) = 5tPopen (Viota) »

ky = 2B(Viest) 5tPopen (Viota) + ¢ (Viest) 52Ps, (Viola) -

®)

Cayuait mpex ywacmuy. Ilpyu HATMYUM TpeX aKTUBA-

B Buze Closey’S, 58,5, Open u ypaBHeHus1 (2) ¢ Ha-
LIMOHHBIX YaCTULIAX cxeMa KaHaua (k = 3) mpeacraBuma B 1261230

YaJIbHbIMH YCJIIOBUSAMUN HpI/IO6p6TaIOT CJ'IC,Z[YIOH_[I/Iﬁ BN

dR)pen
7 =a (Vtest) PS2 3B(Vtest) open*
dP.
7:] - (_2(1( test) B(I/test)) PS| + 2B(I/test )PS2 + 3(1( test)( PS] open PSZ)’
dP.
d—? =20 (V) PS] - (2[3 (V) + O.(V)) PS + 3[)’( ) open|V Vg
a (Vhota) I @
Popen 0 StPODCn 4 o = >
( ) ( h ld) [G(Vhold) + B(Vhold)
3
PS] (0) = StPS] (I/hold) =3a (I/hold)[‘))2 (VhOld)[a (V ) _1+_ B (V )j ’
hold hold

3(]2 (I/hold) i B (I/hold)

P (0) = stPs (Viow) = (@(Vima) + BViwa)
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OHU UMEIOT pelIeHne

Prpen (1) = 5tPopen (Vaia) + G (1 =€) 1+ €, (1= /) 40 (1= 770,

C, =3k, — 2.5k - T(Viey) = 0.5k3 - T° (Vi) »

C, = =3k; + 4kyT(Viest) + k3"':2 (Viest)»
Cy =k = 1.5k,7(Vey) = 0.5k; - T (View),
k] = stP, (I/test) - StPopen (Vhold) >

open

(10)

k, = _3B(Vtest) *Sthypen (Vhold) + a(Vtest) ) StPSz (Vh01d) ’
k3 = _4B(I/test) a(I/test) ’ StPSz (Vhold) + 4(12 (I/lesl) StPSI (I/}‘Old) ’

3
a (Vies))

stP,
a (I/test) + B (I/test)

open (I/test) =

AnanorndHo pesyabratam st stPoyen (Vieg), 1O~

JIydaeMbIM IIpYU TUMOTE3€ O IOC/IeN0BATEeIbHOM pac-
MOJIOKE€HMU BOPOTHBIX YacTull B KaHanax (rpad (1)),
IIpU MHapauleIbHOM PaCITOJIOXKEHUM BOPOTHBIX Ya-
CTHUIl CTallMOHAPHBIE BEPOSITHOCTU OTKPHLITOIO CO-
CTOSTHUSI KaHaJjla ObUiM Obl TakuMu ke (cM. (3), HO
YBUIETh y4acTHe B IE€PEXOMHBIX MPOLECCaX COCTaB-
JISTIOIINX C pa3HBIMU CTETICHSIMU 3KCIIOHEHT ObLIO ObI
CJIOXXHEe.

Takum O6p330M, €CJIN CYNTAaTb U3BECTHBIMU MH-
TCHCUBHOCTHU IICPEXOO0B IJIA OITHOM BOpOTHOﬁ qa-
CTHUIBI, TO ITOJTHOCTHIO CTAHOBATCSA M3BECTHBIMU BCEC
XapaKTCpHBIC CBOMCTBa KaHaJla, UMCIOLIECTO k NOCH-
TUYHBIX BOPOTHBIX YaCTHII.

Mpbl npeniaraeM ornpeaessiTb MHTEeHCUBHOCTHU Tie-
pEXOI0B B IBa 3TAlIa.

Ha nepBoMm aTarne u3 3KCIepuMeHTOB 10 MPOTO-
kosiaM «Volt-Clamp» MOXHO MOJIYyYUTh OLIEHKHU I1a-
paMeTPOB 3aBUCHUMOCTHU CTAIlMOHAPHBIX 3HAYCHUI
BEPOSITHOCTE OTKPBITUST KaHana stPy,.,(V) or no-

teHumasa. Ilyctpb
i

a(V) (1)

a()+B(V)

pearosarasi, YTo YMCJI0 BOPOTHBIX YACTULL B KaHAJIE
PaBHO i.

m(V) =stPe, (V) =

st yMeHbIlIeHUsT BIAWSIHUSL TTOTPELIHOCTei Mo
MOJIyYeHHBIM ~ M3MepeHusIM  stPy..(V)  crpourest

OLIEHKa /M C WCNOJb30BaHUEM aMllpOKCUMAaIIUU
dyHK1MEeH boabliMaHa B CTENEHU i

i (V) =(1+exp((V -Vi)5)/5))". (12)

IIpu sTOM ompenensercs CTENEHb i U COOTBET-
cTBylolue el mapaMerpsl ¢GyHKUMU boiabumaHna:
CABWT V] /5, NEJIUTEIIb S U CTENCHD [, MUHUMU3UPYIO-
L€ CyMMY KBaJpaToOB HEBA3KHU B TOUKaX V.. [Tocie
STOTO0 BO BCEX NaJbHEMIIMX BBIYUCIEHUAX OyneM
BMecTto m( V) ucnonp3oBarb npuodamkernue (12).

Bropoii sTam ncnoab3yer armpuopHyo nHGOpMa-
LIVIO O CBI3SIX MEXIY CTAllMOHAPHOI BEPOSITHOCTHIO
OTKPBITOT'O COCTOSTHUSI KaXKI0M BOPOTHOM YaCTULILI U
IMOCTOSTHHOM BpPEMEHM YCTAHOBJICHUSI 3TOM BEPOSIT-
HOCTU C MHTEHCUBHOCTSIMU BXOZSIIIETO W BBIXOMSI-
11IeTO TTOTOKOB:

a_ m 1
= ,T= .
B 1-m a+f
Ecnu B pe3yibTare 3KCIepMMEHTOB IO IIPOTOKO-

ay «Volt-Clamp» U3BeCTHBI 3HAaY€HUST BEPOSITHOCTHU
OTKPBITUSA Mo(Viest) (PKCIIEPUMEHTANBHBIE NAHHBIE

OydeM 0003HauaTb MHIEKCOM «€») U BBIITOJHEHO
npubavkenue (4) aia onpeneneHus Te(Vieg), TO 1O-

JIYYUM TOYCYHBIC OLICHKM JIJIS1 WNHTEHCUBHOCTE:
r;l(I/teSt) _ 1- ’/h(l/lest)

5 Be (Vtest) - .
Te (Vtest) Te (Vtest)

[Tycts mo opmymnam (14) BEIYMCIIEHB MHTCHCHUB-
HOCTH ISl KaXO0TO 3HAa4eHUs oTeHIMana V= Vi .

(13)

% (View) = (14)

3agaauM BUJ aHAJTUTUUYECKOTO MpeACTaBIEHUS
a(h) u B(h):
aW)=f'(u)=u/(A-e"), tne u=ay +
B(V)=f>(u)=e™, tne u=al +b,
3agaua anmnpoxkcumanuu o V) u B(V) ceoautcs K
ITOUCKY KO3(DDULMEHTOB ay, by, ag, bﬁ B BBIpaXXKEeHM-
sx (15). st ux onpenesieHusk MBI UCITOJIb3yeM KBa3u-
peryJISipHbIA METO/I HAMMEHbIINX KBaJpaToB, MpPe-

JoxeHHbIt B.M. KypuoBbIM 1 ONMMCAHHBINA B TIPU-
JIOXKEHUU.

b,
(15)

PE3VJIBTATHI

B xauecTBe nmpuMepa ucnoab30BaHUsI TIpeajiarae-
MOTO coco0a MoJIy4YeHUs OLEHOK JIJIsI ”YHTEHCUBHO-
creit a(V) u B(V) nepexogoB MeXIy COCTOSTHUSIMU B
WOHHBIX KaHajax C HECKOJbKMMU BOPOTHBIMM 4Ya-
CTULIAMM BOCHOJIb3YyeMCS pPe3yjbTaTaMU OIBITOB,
onyOJIMKOBaHHBIX B padoTe [7]. Mbl OCTaHOBWJINUCH
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Ta6auna 1.

DKCMEePUMEHTAIBHBIC 3HAYEHNUST CTALIMOHAPHOI BEPOSITHOCTH OTKPBITHSI aKTUBALIMOHHOM BOPOTHOI YaCTHLIBI B
KaHane Iyg,

1 Vieso MB| =85 | =80 | =75 | =70 | —65 | —60 | —55 | —50 —40 -30 —20 0 10 | 20

Meyy | 0.02510.065 | 0.087 | 0.15 | 0.27 | 0.43 0.6 0.73 0.85 0.96 0.99 [0.995| 1 1
DKCrepruMeHTaJIbHbIe 3HAYeHUST TOCTOSTHHOM BpeMeHM iy,

2| Viesy MB| —85 | —80 | =75 | =70 | —65 | =55 | —40 | -30 —20 -10 0

Texp» MC 6 8.5 11 17 23 32 26 15 8.5 5.6 3

9KCH€pI/IMeHTaﬂbHI)IC 3HAYCHUA CTaHHOHapHOﬁ BEPOATHOCTHU OTKPBLITUA OTJIeJIbHOI aKTUBAaLIMOHHOM BOpOTHOﬁ
YaCTULIbI U MOCTOSTHHOM BpEMCHMU B KaHaJIC ]Ka

3| Viesw MB | =70 | =65 | —60 | =50 | —45 | —40 | —35 | —30 | -25 0
Mo | 0.016 | 0.044 | 0.102 | 0.33 [0.415| 0.613 | 0.73 | 0.815 | 0.88 | 0.99
te,mc | 263 | 32 | 3.69 | 48 | 518 | 47 | 39 | 29 | 23 | 05
HOpMI/IpOBaHHbIe MaKCUMaJIbHbIC 3BHAYCHU S TOKaA ]Ka IIpU y4€TC NHaKTUBalIlUn
4| ¥,MB —120 —110 —80 | —70 —60 —40 —20
Besp 0.9924 0.99016 [0.9774(0.31317|  0.0344 0.0027 |  0.0000163
I[MocTostHHas BPEMCHUM MHAKTUBAILIMU TOKa IKa , 3aBUCHIllad OT IoOT€HII MaJ1a MCM6paHbI
5| ¥, mB ~120 —110 —100 | —80 —70 —60
T, MC 43 11 70 | 280 153 44

Ha BTOM paboTe, TaK KaK aBTOPHI IIPUBOAST MOJIPOO-
HOE OTMCaHUE YCIOBUM MPOBEICHUST UCCICIOBAHNS
MOTEHLIMAJI-3aBUCUMBIX KaJIUEBBIX TOKOB THNA iy,

n IKa~

Xapakrtepusyst ToK [ig,, TaK Ha3bIBaeMbIi «TOK

3aJIepsKaHHOTO BBITIPSIMIICHUS», aBTOPHI padoTHI [3]
MOATBEPKAAIOT OOIIETTPUHSITYIO TUTIOTE3Y, UTO K-
€Bble MOHHBIE KaHaJIbl TUMA [ 4, COAEPXKAT IO 1BE aK-

TUBAlIMOHHbIE BOPOTHBIE YacTUIIbl. BiussHue nHak-
THBAIIMOHHBIX YACTUII HAa BpeMeHaX IIPUBOINMBIX 3a-
nuceit Toka (mo 120 Mc) uz-3a GOJIBIION BETUYMHBI
UX TTIOCTOSIHHBIX BpeMEHU MOXKHO MpeHeOpeyb.

ITo puBeneHHBIM B padoTte [7] rpadpmkam OBIITH
MOJIyYeHbI 3HaUeHUST MAKCUMAaJIbHOM MPOBOAUMOCTH
1 3KCTIEPUMEHTAIBHOM CTAIIMOHAPHOM BEPOSITHOCTH
OTKPBITOTO COCTOSTHUSI KaHaJoB. [lpmMeHUB ari-
npokcumanuio (12) npu i = 2 1 00beNIMHUB JaHHBIE
IJIST PeXKMMOB aKTUBAIIMY 1 IcaKTUBAIIMI TOKA TTOJTY-
YW 3HAYCHUST Sty (Viest), TPEICTaBICHHBIC B

Ta6a. 1 (pasmen 1). Annpokcumalis ObLIa IIPOBEIe-
Ha ¢ moMolblo ajiroputma Jlesenoepra (LMA), Bxo-
ngirero B maket rmporpamM pClamp. [Tapamerpsr an-
npoxkcumauni (12): Vy , = —58.12MB u s =7.14 MB.
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3aTeM [JisI HEKOTOPBIX TECTOBBIX IMOTEHIIMAJIOB
ObLIIM TIOJIyYeHBI MOCTOSIHHbIE BpeMeHU T MpU UC-
MOJIb30BAHUY ANIIPOKCUMAIIUM BEPOSITHOCTH OT-
KPBITOT'O COCTOSIHMSI KaHajioB popmyJioit (7) u mpo-
LIEAYPbl «3KCITIOHEHIIMAJIbHASI, KyMYJISITUBHAsI BEPO-
ATHOCTB» B mTakeTe pClamp. s pexkma akTUBaIIumu
MeMOpaHBI Stopen(Vholg = — 60 MB) = 0.185, wist pe-
KnMa IeakTUBaluu stopen (Vg = — 10 MB) = L.0.
OObeIMHUB Pe3yIbTaThl BADMAHTOB aKTUBAIIUY U AC-
aKTUBAllMM, Mbl TIOJYYWUJIU  DPSO  3HAYEHUt
T = To(Viest), IPUBEINEHHBIX B Ta0M. 1 (pasmen 2).

Ipu Ve —50 MB 1 — 60 MB HaiineHHble HAaMK B
pexxumax aKTUBAIlUM U NEeaKTUBAIIUM TTOCTOSTHHBIE
BPEMEHU UMEJTU 3HAYMMBII pa30poc U ObLIU UCKITIO-
JeHBl U3 paccMoTpeHUs. [1pr ocTaaTbHBIX TECTOBBIX
rnoreHuuanax 3HaueHus T(Vi.s) OB COMOCTaBUMBI
C JAaHHBIMU, TIPUBEACHHBIMU Ha puc. 4B B padorte [7],
C YYE€TOM TOTO, UYTO aBTOPHI CTATbU MPUBOIST PE3YJib-
TaTHl UIST pekUMa JIeaKTUBAllM YMHOXEHHBIMU Ha
niBa.

[To oKCTIepMMEHTATBHBIM JaHHBIM Mgy (Vies) 1
To(Viest) OBUIA TOJIy4EHBI OLIEHKY WHTEHCUBHOCTEN
Ao (Viest) 1 Be(Viest) IO popmymnam (14). Monens nna
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3 Vtest 5

mem /

Puc. 1. Dnexrpuyeckasi cxemMa YCTaHOBKU JIJIsSI TIpOBee-
HUSI UCTIBITAHUIM HAa TUTAHTCKOM aKCOHE KajibMapa B BU-
ne, mpuBeaeHHOM B paborte [1]. [eHepaTopoM ynpasJsiio-
IIUX HaIpsoKeHU (5) co3maeTcs TECTOBBIN MOTEHIIUA.
OnexrtponoM (/) namepsercs V,, — noreHuman meMopa-
HBbI KJIETKU (0), KOTOPBIii TTOCIe MTHBEPTUPOBaHUS (3) TT0-
JaeTcsl Ha YCTPOMCTBO cpaBHeHUs (4), rie BbhIpabaThiBa-
€TCsI TOK TMPOIMOPLUHUOHAIBHBIN Pa3HOCTH MOTEHILIMAJIOB.
OTOT TOK U3MEPSIETCS] PErMCTPUPYIOLIUM YCTPOMCTBOM
(7) 1 TIoCTyIaeT B KJIETKY yepe3 ayekTpos (2). (6) — BHe-
KJIETOYHOM 3JIEKTPOI — NaTYUK HYJIS.

0.45
0.40
0.35
0.30
0.25
0.20
0.15
0.10
0.05
0.00

—-90 =70 -50 =30

-10 0 10
V, MB

KPYUYUHUWHA, KYIIMKOBCKAA

anmpoKCUMAIIM WHTEHCUBHOCTEN aHATUTUYECKU-
My GYHKUUSIMHA TpeacTaBicHa ¢opmymamu (15).
ITonGop BeIMYMH IapaMETPOB dg, by, ag, bB TIPOBO-
I TIO aJITOPUTMY, TIOCIEIOBaTeIbHO MIHUMM3H -
pyIoleMy HEBSI3KHU JUISI KaKIOW U3 NBYX MHTEHCUB-
HOCTe KBa3UPETYJSIPHBIM METOJIOM HaUMEHBIINX
KBalIpaToOB, OMCAHHBIM B TIPMJIOKCHUM.

OObeIMHUB PE3YNbTAThl CIIydaeB aKTHBALMKU W
JeaKTUBALK, MbI MOJYYWIN Psii 3HAYEHU T, TIPU-
BeIACHHBIX B Ta0. 1 (pa3nen 2).

ITpu nonyyeHHBIX 3HaYEHUSIX: (a,, by) = (0.0628,
—2.163) u (ag, bg) = (0.0872, 9.16) Ha puc. 2a,6 no-
CTpOEHBI TpadUKKU MHTEHCHUBHOCTEN, MOCTOSHHO
BPEMEHU U BEPOSITHOCTU OTKPBITOTO COCTOSTHUSI JIJIST
AKTMBALMOHHBIX BOPOTHBIX YAaCTHULL B KaHaue [ 4., U3
KOTOPBIX BUIOHO, 4TO BO3MOXHO €IWHOOOpasHoe
OInycaHue MOCTOSHHOI BpeEMEHU ITEPEXOIHBIX TTPO-
LIECCOB M3MEHEHUS BEPOSITHOCTEM IJISI OTKPBITOTO

35, ©
— 1/10
AExp/IO
— m
v Mexp
0960 270 50 -30 —10 0 10
V, MB
2.0
1.5
1.0
0.5
0.0
-05
~19907 70 -50  -30 -10 0 10
V, MB

Puc. 2. (a) — PesynbTar annpoKcuMaluy MHTEHCUBHOCTE [UTS aKTUBAILlMOHHBIX BOPOTHBIX YaCTUI B KaHalie [y 4. bopMynamn
(14); (0) — mocTosAHHAsA BPEMEHU U BEPOSITHOCTb OTKPBLITOIO COCTOSIHUSA KaHaja [y 4, BBIYUCIEHHBIE C UCIOJb30BaHUEM
TMTOJTYYEHHBIX MHTEHCUBHOCTEH; (B) U (I) — 3aBUCUMOCTH OT TecTOBOTo noteHunana KosOuumneHToB Ci(Vies) 1 Co(Viegt)-
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COCTOSTHUSI MIOHHOTO KaHaJla BO BCeM Juana3oHe Te-
CTOBBIX TTOTeHIIMaIOB. Ha puc. 2B,r moka3aHoO, KakK
n3MeHs10Tcsa KoHcTaHTel Cy 1 C, B popmyite (7) B 3a-

BHUCHUMOCTHU OT TECTOBOTO MOTEHIINAJIA B PEXKMMaX aK-
TUBalLUU U AeakTuBauuu. U3 ¢opmynsl (7) BUIHO,
YTO MPU OONIBIINX 3HAYEHUSIX BPEMEHU BEPOSITHOCTD
OTKPBITOTO COCTOSTHUS KaxKI0ro KaHayia paBHA

StPopf:n( Vtest) = stP, (Vhold) + Cl + C2’

open
a B TCUCHUE BCECIo IIEPEXOoaHOTO ITpoLecca Cl n C2

ONpEIEIISIIOT OTHOCUTEIbHBII BKJIAJI YWICHOB C ITOKa-
3aTeJIsIMU 3KCIIOHEHT T U T/2. OKa3bIBaeTcsl, YTO B
pexuMe neaktusauuu C; u C, OTpULATENBHEI U 3TO
co3JaeT BIieuaTieHue 0oyiee OBICTPOTO MEPEXOTHOTO
npoiecca. OCoOOeHHO 3TO 3aMEeTHO MPU TECTOBLIX MO~
TeHuManax Huxke —60 mB, xorga C, ctaHOBUTCS TIO

abCOII0THOH BeuuunHe Oosblie, yeM Cj.

JomnoaHUTeIbHO paCCMOTPUM MTPUBOIUMBIE B TOM
K€ CTaThe Pe3yJbTaThl ONPeaesIEHUs] XapaKTEPUCTUK
OBICTPO aKTUBUPYIOIIETOCS 1 00JIaJalolIero 3aMeT-
HOIf MHaKTUBaLMel KanuesBoro Toka [y, Tpanuuu-
OHHO CYUTAETCSI, YTO KaHAJIbl 3TOT0 TOKA BKIIOYAIOT
IO TPU OAWHAKOBBIX aKTUBAILMOHHBIX YACTUIIBI U IO
OIHOM MHAKTUBAIIMOHHOM. AKTUBALIMS UMEET CXOJI-
HbIe TapaMeTpbl B MeMOpaHax MHOTUX UCCJIeI0BaH-
HBIX KJIETOK. MHAKTUBaUS K€ MOXKET ITPOXOIUTH
mo-pa3sHomy. Pe3ynbTaTel aBTOPOB pabOTHI [7] 1moka-
3BIBAIOT, YTO BCE KaHaBI /i, B MEMOpaHaX BOJOCKO-
BBIX KJIETOK CaKKYyJIIOca JISITYIIKA UMEIOT OTMHAKO-
Bbl€ aKTUBAallMOHHbIC YACTUIIbI, HO y OTHOI YacTu
KaHaJIOB MOCTOSIHHAsI BpeMEeHU WHAKTUBAlLIUU 3aBU-

I(t) = Gmax : (Vtest - EK) :

JlomycTuM, 4TO Ha HAyaJbHOM 3Tame AeiiCTBUS
JETNOISpU3YIoLIEero HanpsokeHnd (0T 0 10 7,,,,) BEpO-

SATHOCTb aKTUBAllMU f BbIpAacTacT 1O CBOEro MaKCHU-

3
open (Vtesl) = (Stm) n 3aTeM
OCTacTCA HOCTOSIHHOI71, a BEPOATHOCTb MHAKTUBAall

ac
MaJIbHOIO 3HAuYeHUs StP,

max I(t) = Gmax : (I/test

HeicTBys B MopsinKe, ONMMCAHHOM MTOAPOOHO ISt
ToKa [y 4, MBI Ha OTpe3Ke BpeMeHU (0 — #,,,) BBIIIOJI-
HWIM anmpoKcuManuio comiacHo ¢opmyne (10) u
MOJYdWIH 11 | = 3 To4YeuHble 3HAYCHUSA Mo(Viegt),
npeacTaBiIeHHbIe B Ta0a. 1 (pa3men 3), o1 KOTOPBIX
o ¢opmynam (14) 6bUTH OTIpeneeHbl 9KCIIEPUMEH-
TaJIbHBIE 3HAYCHUS Qo Vieg) U Pe(Viegt) ¥ TOIy4EHO
nX OpuOmIKeHHoe ¢dopMynbHOoe ommcaHue (14) c
KoappuLreHTaMu (ay, by) = (0.0492, 0.0111) un (ag,
bg) = (4.383, 1.1439).
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R)L;cen (Vtest) : fg;en (Vtest ) .

- EK) : SIR;;)Cen (I/test)'

CUT OT MMOoTCHIHala, a B HDYFOﬁ HYaCcTu IOCTOsAHHAas
BpEMCHUM MHaAKTHMBallUM HEM3MCHHA WM paBHa 74 MC,
T.€C. HC 3aBUCUT OT IMOTCHI MAJIA. OmHako cTarmoHap-
HbIC BHAYCHMUA BEPOATHOCTH OTKPBITOI'O COCTOAHUSA Y
BCE€X MHAKTNBAILIMOHHLIX BOPOT OAMHAKOBHI.

st aToro TOKa ompenecicHUE MapaMeTpoOB WH-
TEHCUBHOCTEH JIJISI aKTUBALIMOHHBIX 1 MHAKTUBAIIM -
OHHBIX BOPOTHBIX YaCTUII MOXHO ITPOBOAMTHL He3a-
BUCHUMO, TaK KaK X OCTOSTHHbIE BpeMEHU pa3inya-
IOTCS Ha OIMH-IBa Topsiaka. IloaToMy MOXHO
Ha3HAYUTh IIEPEKITIOYCHUS YIPaBJISIOIIETO IMOTEH-
nrajia B ucibITaHuSIX «Volt-Clamp» TakiuM oOpas3om,
YTO Ha OJHOM OTpe3Ke BPEMEHU PEeTUCTPUPYEMBIiA
TOK M3MEHSIETCS MOJ NSiCTBUEM aKTUBAallMM, a Ha
JIPYTOM OTpe3Ke — IO AeICTBUEM MHAKTUBAIINU.

IToxkaxxeM 3TO Ha IIpUMeEPE ONBITOB, ONTMCAHHBIX B
HUTHUpYyeMoi pabdoTe [7], rae Ha puc. 5 IPUBOASITCS
pe3yabTaThl aKTUBALIMOHHOIO IIPOTOKOJA IS TOKAa
Ix,- BoJylocKOBBIE KJIETKM CHayaja JOJroe BpeMms
yaepKMBaJIUCh Ha norteHuunaie —10 mB, mpu KoTo-
poM o0a KaJineBble TOKA OBLJIM MOJTHOCTbIO MHAKTH-
BUPOBaHbI. 3aTeM MOTEHLIMAT YIEPKUBAJICSI B Teue-
ane 100 mc Ha 3Havenun —100 MmB, mpu kxoTopom 3a
3TO BpeMsI MHaKTUBaLUs [, MOXET BOCCTAHOBUTCS
[0 €OVHULBL, a [iq, OCTAETCS NHAKTUBUPOBAHHBIM.
3aTeM BKJIIOYAIOTCS OETOJISIPU3YIOIIE MOTeHIIUAbI
un3 nuamna3oHa (—80 ... +30 MB), geiicTByromue 60Jib-
II1e ogHOM ceKyHAabl. I1pu 3ToM mpoToKOoJIe OBLIO 3a-
PETUCTPHUPOBAHO CEMEHCTBO KOMITIEHCUPYIOLIUX TO-
KOB, IEMOHCTPUPYIOIINUX BHICOKYIO CTETIEHb MHAKTH -
BallN

(16)

00 MOMEHTA f = tmax HE€ YyCII€BACT 3HAYUTCIIbHO U3ME-

HUTbLCS, TO €CTb [ﬁ;en =1 (xak npu ¢t = 0 (xorma
Vhola = —100 MB). Ilpu 3TOM 3HaYeHUA MAKCUMYMOB

TOKa JUI KaX10ro V. paBHBI:

A7)

Ha puc. 3a,6 moka3aHbI pe3yJIbTaTbl BBIYMCICHU
MHTEHCUBHOCTE!, MOCTOSTHHOII BpeMEeHHU U BEPOSIT-
HOCTU OTKPBLITOTO COCTOSIHUS IJIsi aKTMBAIlIOHHBIX
BOPOTHBIX YacTULl B KaHase [ ,. Ha puc. 3B,r nmoka-
3aHO, KaK U3MeH4I0Tcsa KOHCTaHTel Cy, C; u C3 B
dopmyne (10) B 3aBUCUMOCTU OT TECTOBOI'O MOTEH-
myaja B peXuMmax akTUBalMM U OeakTuBaumu. M3
dopmynsl (10) BUGHO, YTO MPU OONMBIINX 3HAYECHUSIX
BPEMEHM BEPOSITHOCTh OTKPBITOTO COCTOSHUST KaxK-
JIOTO KaHajla paBHa
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1.5¢
1.0+
0.5¢
0.0 C I L L L L L |
70 —60 —50 —40 —30 —20 —10 0
V, MB
o (@
> Viotda = 10 MB
PRI
3r .
PR C2
2r —
3
1 7 X mCXp
0

=70 —-60 -50 —40 -30 -20 -10 0 10
V, MB

6r (©)

=270 —60 —50 —40 —30 —20 —10 0 10
V, MB

3r ()

Vhold =-70 MB

_3 L L L L L L L 1
-70 -60 -50 -40 -30 -20 -10 O 10
V, MB

Puc. 3. (a) — PesynbTaT annpokcuManuy UHTEHCUBHOCTEH [IS1 aKTUBALIMOHHBIX BOPOTHBIX YaCTUL] B KaHaJle [y, hopMyaamMu
(15) mpu (aq, by) = (0.0492, 0.0111) u (ap, bp) = (4.383, 1.1439. (6) — BbIUMCICHHBIC ¢ UCIIOIB30BAHUEM ITOJIYYCHHBIX
WHTEHCUBHOCTE! 3aBUCHMOCTU TOCTOSIHHOI BPEMEHM M BEPOSITHOCTH OTKPBITOTO COCTOSIHMSI KaHana [y, (mapaMeTpel
(ynkuuu bonbumManas = 7.425, V; n= —42.13MB) ot V. (B) u (1) — g pexxumoB aktuBauun (Vg = —70 MB) n neaktusanmnm
(Vholda = 10 MB) mocTpoeHBI 3aBUCHMOCTH OT TeCTOBOro noreHuuana koadduuuenros Cy, C, u C3 dopmynsr (10) mwrs

npeAcTaBiIeHUsI ToKa B Bue (4).

StPopc:n( Vtest) = StPopen( Vhold) + Cl + C2 + C3»

a B TeueHue Bcero nepexonqHoro mnpouecca €y, G, u G5

OTPENIC/ISIIOT OTHOCUTENIBHBIA BKJIa[ B TIEPEXOMHBIIA
MPOLIECC YWIEHOB C MOKAa3aTeJISIMU 3KCIIOHEHT T, T/2,
1/3.

Ha puc. 4 npuBeneHsl rpaduku U3MEHEHUST BO
BPEMEHU TPEX COCTABJISIONINX, BXOASIIMX B BbIpaxke-
HUST JUTST BEPOSITHOCTH OTKPBITHSL Py AKTHBALIMOH-
HBIX BOPOT [y, B PEXMMax aKTUBaLWM (IIEpexorn OT
—70 MB x —40 MB, puc. 4a) u neaktuBanuu (Iepexo
ot 0 MB x —40 MB, puc. 46). [TocTostHHas1 BpeMeHU B
oboux ciydasix paBHa 4.657 Mc, a mepexoaHbIe TIPOo-
1IECCHI BBITTISIAAT pa3audyHo. OCOOGEHHO XOPOIIO 3TO
BUJHO Ha pucC. 4B, Ille OHU TTOKa3aHbI B O0IIeM Mac-
mTade Ha OCU OpAUHAT.

s orpenesieHUss MHTEHCUBHOCTEl MHaKTUBA-
LHMOHHOI BOPOTHOI1 YacTULIBI B KaHaax /i ,, 3aBUCS-
IIUX OT TMOTeHIMala MeMOpPaHbl, HY>KHO pa3IesIuThb
Kaxgoe 3HadeHue /(7) (bopmyna (16)) Ha ero Makcu-
MyM (opmyna (17)) 4TOOBI MOTYYUTH 3aBUCUMOCTU

Pin P ‘
opent ( )V:Vtesl
Pol];len (t)‘V— COOTBETCTBYIOT CTaHHOHapHOﬁ BEPOAT-
—test

HOCTH OTKPBITOTO COCTOSTHUSI WHAKTHUBAIITMOHHO
BOPOTHOI1 YacTU1Ibl, 0003HAYEHHOI1 B TaOJM1IEe KaK

YcranoBuBLInecs SHA4YCHUA

1
1+ exp((Vh = Vi) / 8")

heXp (I/IE‘SY) = St}:)igen (I/test) =

KOTOpY10 anmnpokcumupyem pyHkuueit bonbiimana
¢ mapamerpamu s = —4.4413, V , = —88.304.
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(a) (0
1L.5r Vhold: 10 MB —»> -40 MB 0.6 Vhold: 10 MB —» —40MB ________________
o4 | T
T 04+
0.5 e
0.0 ¢ 02 L aAAAAAAAAAL
-0.5 , AAAMMAARET
L R T, = Cy(1 - exp(~1/1)) 7
1o — T, = Cy(1 — exp(=21/1)) 0.0gaamss™ .. T, = C,(1 — exp(~t/1))
: — T3=C5(1 — exp(-3t/1)) — 15 = Cy(1 — exp(-2t/7))
A — T = CG5(1 - exp(-3t/t))
-15 open -0.2 A
open
-2.0
-0.4
-25
-3.0 : : : ‘ ! —0.6 L w w \ )
0 5 10 15 20 25 0 5 10 15 20 25
t, MC t, MC
B
1.0 ¢ (8)
\ - Vh()/a': 10 MB - —-40 MB
\ —— Viota: =70 MB — —40 MB
0.8}
0.6 \
04+
02+ J—
0.0-—="" ‘ ‘ ‘ ‘
0 5 10 15 20 25
f, MC

Puc. 4. VI3meHeHNe BO BpeMEHU TPEX COCTABJISIONINX C TTOCTOSTHHBIMU BPEMEHU T, T/2 1 T/3, BXOASIIINX B POpen I (@) —
akTuBalys, (0) — neakTuBalys, (B) — CpaBHEHNE N3MEHEHUSI BEPOSITHOCTU OTKPBITOTO COCTOSIHUSI KAaHAJIOB IS CTyvaeB (a)
u (6).

Eciy nmpuHATH TUIIOTE3Y O pas3[esIeHUu KaHaJloB  MalWio TpadUKOB TOKa Iy onpeneeHusd Ti(Vieg)
I, TIO BUIly NHAKTUBALIMK HA JIBE TPYIIIBI C TOJIIMA  Hy>KHO [TPOBOIAMTH 110 (hOpMYJIe
ot obuero yucina Wy u W, =1 — W), To anmpokcu-

R)i;en (t") (V = Vtesl) = Sthtest + (_Sthtest + Sthhold) : |:I/V1e_t 7 + VVQe_t“/M] >

1)()ilr31€n (t)(V = Vtest) = hlesl + (_htest + hhold) : |:I/VIe_t/T] + ”/Ze_t/m}a

Lae 1" =t — tax Y Sthies — 3HAUEHUSI HOPMUPOBAHHO-
ro ToKa, anmnpoKcUMUpoBaHHbIe dyHKUMeil bonbLi-
MaHa, 3HaueHust W| u W, onpenensitoTcst JOMOTHU-
TEJbHBIMU SKCHEPUMEHTAMU, a 4epe3 Sty 000-
3HaYeHO 3HAa4YeHMe TOKa B HayaJbHBIA IS
anMpOKCUMAaLlMM MOMEHT BPEMEHH fpy,,,. UNCIIEHHBIE

pe3yJibTaThl  alIpOKCHUMAIllMU TIPpEeACTaBICHBI B
Tab. 1 (pazmen 5).

Ha ocnoBanuu nanubix Tadi. 1 (pasgen 5) aHano-
CMYHO  MpENbAYLIIMM  IIpUMEPaM  OINPEIEIsUIU
Ae(Viest) ¥ Be(Viest), TOlydEHHBIE TIPU AMIIPOKCUMA-
mn dopmynamu (14) KoahOUIIMEHTH PaBHSUIUCH:
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0.30
0.25
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50f ©
I s — /100
55 A Tpyp/100
r —m
20F v Mexp
15| s
1.0
0.5 A
I v
0920 100 80  —e0 40 20
V, MB

Puc. 5. (a) — VIHTEHCMBHOCTM M CTallMOHApHasl BEPOSITHOCTb OTKPBITOTO COCTOSIHUS [i,; (6) — MOCTOSIHHBIE BpeMEHU

MHAKTUBaLMU [yg,.

(aq> by) = (—0.0718, —0.1797) u (ag, bg) = (—0.2166,
—23.94).

I'padykm MHTEHCUBHOCTEM, CTALIOHAPHON Be-
POSITHOCTH OTKPBITOTO COCTOSIHUSI M ITOCTOSTHHOI
BPEMEHU COOTBETCTBYIOIINE 3TUM KO3(ddUIIMeHTaM
MOKa3aHbI Ha pUC. 5.

SAKIIIOYEHHUE

IMpoBeneHHblli aHamM3  (GYHKIMOHUPOBAHUS
VOHHBIX KAHAJIOB C TTOMOIIbIO UX OTTMCAHUS KaK Map-
KOBCKHX TIPOLIECCOB MO3BOJISIET BHIOPATh MapaMeTphbl
IJ1s IpoToKoJioB «Volt-Clamp» 1 00bSICHUTb HEKO-
TOpbI€ 3HAYUTEJIbHBIE pa3HOIJIACUSl TIPU OIpeneIie-
HUUW TIOCTOSTHHBIX BPEMEHU OTIEJIIbHBIX BOPOTHBIX
YaCTHLL.

XOMKKUH 1 XaKCIU OMPeaeasyii UHTEHCUBHOCTU
Mepexoa0B ISl OAHON BOPOTHOI YacTUIIbl, BHIOpaB
BUJ UX aHAJUTUYECKOTO TIpencTtaBiieHUs1. [1pu BbI-
YUCJIEHUSIX OHU WCIIOJb30BalUd 3alMCU TOKOB TIO
MPOTOKOJIaM, COOTBETCTBYIOIIMM peXrMaM aKTHBa-
IIMA TOKOB, yKa3aB, YTO JCaKTUBAIIMS TTPOUCXOIUT
TI0 TIpOoCTOM 3KcTmoHeHTe. [lompoGHOoro aHaIM3a me-
aKTUBAIIMA OHM He TpUBOIST. BO3MOXHO, WISt Heli-
pOHa 3TH PEXMMBbI MeHEe 3aMETHBI, YeM PEXKUMBI aK-
tuBanun. OmHAKO, IJIs ONMMCAaHUSI MEMOPaHHOTO IO~
TEHIIMaja BOJOCKOBBIX KIIETOK BECTUOYIISIPHBIX
OpPraHOB CYIIECTBEHHBIM SIBIISIETCS ONWCAHHE WX
(GYHKIIMOHMPOBAHUS B 00JIACTH MOTEHIINAJIA TTOKOS.
B sTOM mmamasoHe ITOCTOSTHHBIE BPEMEHU MaKCH-
MaJIbHBI, 3 X BOCCTAHOBJICHHE M3 OITBITHBIX TaHHBIX
3aTPYIHEHO M3-3a MaJIbIX aMIUTATYI ToKa. [ToaTomy
WMEHHO TIpH peXXMMaX IeaKTUBAIlUM YIaeTcs TIOJTy-

YUTH HAACKHBIC OICHKU ITapaMETPOB TOKOB ITPU I10-
TCHILIMaJIaX HM2KE IMTOTCHIIMaIa ITOKOA KIIETKH.

OcHOBHasl peKOMeHIalMs: TIpU BBIOOPE TIUTEIb-
HOCTU WHTEpBaJja 3aliiCy TPAeKTOPUIl TOKA B PeXU-
Me «Volt-Clamp»: Hy>KHO OpUESHTHUPOBATHLCS Ha IJTN-
TEJIbHOCTb MEPEXOIHBIX MPOLIECCOB MPU IMTOTEHIIMA-
JIaXx OJIM3KUX K TOTEHIIUAIY ITOKOS KJIETKU, TprUIYeM
JIJIsT 3TOrO OHMAaIa30Ha MOTEHIIMAJIOB OCOOEHHO MO-
JIE3HO OIPEAENSATh IOCTOSTHHYIO BPEMEHM IO OKO-
HEYHOMY OTPE3KYy 3aIlrceii, TaK KaK Ha 3TOil 4acTu
TPaeKTOPUIl OCTaeTCs TOJLKO COCTaBJISIONIasl C ca-
MbIM OOJIBIIIMM 3HAYEHUEM MOCTOSTHHOI BPEMEHU T.
3aTeM, UCIIOJIB3YSI 3Ty OLICHKY T, MOKHO BBISICHUTH
MIPUCYTCTBYIOT JIM COCTABJISIONINAE C ITOCTOSTHHBIMU
BpeMeHH, OJIM3KUMU K T/2, T/3 U T.1. HA HaYaJIbHOM
OTpe3Ke TpaeKTopuii Toka. Hammune Takmx cocraB-
JITIOIINX TTOKAXET, KaKUM JTOJKHO OBITh IPUHSITO
YHUCJIO OJHOTUIMHBLIX BOPOTHBIX YAaCTHUIL MIPU OITHCA-
Huu KaHana. Eciimi ke ObICTphIe COCTaBJISIONINE NME-
IOT TIOCTOSIHHBIE BpeMeHH, AajieKue ot 1/2, 1/3 ..., To
MOXHO TIPEINOJ0XUTh, UTO BOPOTHBIE YACTUIIBI B
KaHaJle HEOOTHOPOIHEI. B 3TOM ciydyae Momenb mist
anImpoKCUMAIUM TPACKTOPUM TOKA MOXKHO ITOJy-
4UTh, pelas ypaBHeHus: Kojgmoropona (2) B o01ieM
BUJIC.

Hamr ananus taxkxke IToKasajl, 4TO B ITPOTOKOJIbI
UCIIBITAHUN HCO6XOI[I/IMO BKJIIOYaThb BapMaHTLI A€aK-
TUBaLlUN MCM6p3.HI)I Ha TUIICpIrioJIapnu30BaHHBIC T10-
TCHLMAJbI, T.K. TOJbKO IIPpU 3THUX YCJIOBUAX MOZKHO
OMpe€ACINTDb T IJId Jralla3oHa, ra€ yCTaHaBJINBacTCA
Popen( Vtest) << L

OOBIYHO OJIsT IIPOBEACHNMA aIlllpOKCHMallun Tpa-
eKTOpI/Iﬁ TOKa HEOOXOAUMO yYKasblBaTb HadaJIbHbIC
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BEJIMYMHLI TTapaMeTpoB NpubavkeHud. na sToro
MOXHO BOCITOJIb30BaThCA HAIEHHBIMU TIPU U3BECT-
HBIX UHTEHCUBHOCTAX O (Viest) U Be(Viest) 3HAUEHMA -

MU aMIUTUTYZ TiepexoaHbix npoueccos Cy, C,, ... Ams

KaHaJIOB CO CXOIHBIMU cBolicTBaMU. OCOOEHHO 3TO
IIOMOXET B ciydasx, korga C; u C, UMEIOT pa3HbIe

3HAKH1 1 OJIU3KU IO aOCOIIOTHOM BEJIMYMHE.

SAKJTIOYEHHME

Takum o6pa3om, IToOKa3aHO, YTO IMTPOLIECCHI aKTU-
BalliM U J€aKTUBALIMM BOPOTHBIX YACTUIl OMUCHIBA-
oTcst ypaBHeHUs: KonmoropoBa (2). ITocTosiHHBIE
peureHust ypaBHeHUM (2) 1 MTHTEHCUBHOCTHU TI€PEX0-
JIOB BOPOTHBIX YACTULL MOTYT OBbITh OTIpEIeIEHBI KBa-
3UPETYISIPHBIM METOIOM HAaWMEHBIINX KBAIPaTOB.

IMpuBeneHHast Moaeab (hyHKLIMOHUPOBAHUS UOH-
HBIX KaHaJoB (2) B BUIAE CHUCTEMbI OOBIKHOBEHHBIX
nuddepeHManbHbIX  ypaBHeHMid  KoamMoroposa
TO3BOJISIET ONPENEIISITh BXOMSIIME B HEe MUKpoIlapa-
METPBI C [TIOMOIIBIO MAKPOU3MEPEHU I TOKOB OT BCEH
KJeTKU. TaKuMU MUKpOTIapaMeTpaMu SIBJISIIOTCST MH-
TEHCUBHOCTU TTOTOKOB COOBITUI yIPaBJISIOLIMX TIe-
PEKIIOYEHUSIMU COCTOSIHUI TUTTOTETUYECKMX BOPOT-
HBIX YaCTUIL B TIOTEHIIM A 3aBUCUMBbIX MIOHHBIX KaHa-
nax. IlosToMy omnucaHHass MoHedb MMEET TUIl
«CKOPOCTHOM» MOAEU U JIMIIIb YTOUHSIET HEKOTOPhIE
MmoJjoxXXeHus: Moaenu XomkkKuHa—Xakcau [1]. 3Ha-
HUE AaHAJIMTUYECKON 3aBUCUMOCTU UHTEHCUBHOCTEM
IMOTOKOB OT IOTEHIIMaia MO3BOJIUT OMUCHIBATh MPO-
1iecc QYHKIIMOHUPOBAHUST BOJIOCKOBOI KJIETKU TTPU
MPOU3BOJIbHBIX IBMXKEHUSIX TOJIOBBI )KUBOTHOTO, YTO
aKTyaJIbHO 11 BECTUOYJISIDHBIX MCCJIENOBAaHUM, CO-
31aHUsT BECTUOYJISIPHBIX TPOTE30B U KOPPEKTOPOB.

ITPUIIOXKEHUE

KBa3zuperyspHblii METO HAMMEHBINUX KBAJPATOB.
PaccmotrpnMm 061Iyfo 3amady: IyCTbh WMEIOTCS Ha-
omonenus yl, ..., y,, COOTBETCTBYIOLIME 3HAYCHUAM
¢yukuum flax + b) ¢ mapamerpamu (a,b) B TOUKax
x1, ..., x,,, 1 3TU HAOIIONEHUSI CONTPOBOXIAIOTCS OT-
KJIOHEHUSIMU

gi=yi—f(axi +b),i=0,....n

CraBUTCs 3amaya HaXOXICHUS OINTUMAaJIBHBIX

3HauYeHull (a,, b,) msd mapsl (a, b), obecneynsalo-

n
. 2
X MUMHUMYM CYMM€E€ KBaapaTOB OTKIIOHECHUHN 281- ,

i=l
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Y10 (hopMaIbHO 3aMMCHIBAETCS CICAYIOIIMM OOpa-
30M:

n

(a,b,) = argmin ) &;.
(@b) 20

(18)

Cayuaii aunetinotl ¢ynkyuu. 3amadyd MUHUMHU3A-
uu (18) ns nuHeliHo# hyHKUMM (1) = U CBOOAUTCS
K DPEryJsIpHOMY METONYy HaWMMEHBIINX KBaapaToB.
OnTtuMasnbHble 3HaYeHUs (a,, b,) OIpeNeIsIIoTCs U3

CHENYIOLIMX BbIPAXKEHUM:
y=fu),u=aux+b,,
a, = cov(y,u)/cov(u,u), by = E(y) — aE(u),

19)
(20)

rae KoBapuaLusi cov(zy,2,) IBYX BEJIMYUH Z; U o1 Ma-
TeMaTU4decKoe oXumaHne F(z) BeIWYUHBI Z OIpene-
JIsieTcs Mo (hopMyJIaMm:

cov(22) = E(322) - E(3) E(22). E(2) = L3 .

Cayuaii Heauneiinoil pynxyuu. Ecnu dpynkuus f{u)
He SBJISETCSl JMHEeWHOU (yHKIIMEH, TO 3amadya Ha-
XOXIEHUs ONTUMAaJIbHBIX 3Ha4eHUH (a,, b,) mapa-
MmeTpoB (a, b) ycinoxusiercda. [nst ciaydasi, Korma
¢dyHKMA f(u) MOHOTOHHASI U TJIagKasi, MOXET ObITh
MpUMEHEH KBa3UPETYJISIpHBIII METOI HaMMEHBIINX
KBaJpaToB, IIO3BOJISIONINII HaXOAWTh KBa3WOIITH-
MaJjibHbIe 3HadYeHus napameTpoB (a, b). Ilouck pe-
meHud 3amaun (18) 3aMeHsieTcsT HaxXOXIeHUEM 3Ha-
YEeHMIA:

(a['),b(;) = ar%lr’ginizz()“(f_l (v;) — (ax; + b))2 .2

3amaya (21) pemiaeTcss peryasspHBIM METOIOM
HauMeHbINUX KBaapaToB (20) mpu ycIOBUHM, YTO
MBI yMEeeM HaXOIWTh 3HAYEHUsI oOpaTHO# DYHKIIMN

1
) [4].

Ouenka nozpewtHoCmu KeasupezyasapHo2o memood.
IMpoBeneM OIIEHKY IIOTPEITHOCTH IIPemIaraeéMoro

KBa3UpeTyJIIPHOIO METO/Ia HAMMEHbIIINX KBaIpaTOB.
J11s1 aTOrO COBEPIIUM Psia (POPpMaTbHBIX I1aTOB.

C yuetoM o603HaueHuii (19) umeem:

S (@) =u=ax+b,
yzf(aox+bo)zf(a;x+b;)+£=z+£.

Tor/:[a CIIpaB€IJIMBO C TOYHOCTBHIO 1O YJICHOB BTO-
POro 1mopdaaKa MaJoCTu:

& W) e

du

u=f"'(z)
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Ucnonn3ys BeipakeHue (22), MOXKeM TIepeIcarh
3anauy (18) B Bume:

(a('),b(',) = argrnln Z

df u) (23)

du

Buipaxxenust (18) u (23) oTIMuaioTcs TeM MEHBIIIE,
YyeM MEHblIe OTJIMYAl0TCAd 3HAauyeHUs TPOU3BOAHOM
df (u)

du u=ax;+b
CBOICTBa MOHOTOHHOCTU Y MIAAKOCTU (DYHKIIUU y =
Jf(u) aBaSIIOTCS CYIIECTBEHHBIMU U1 TPUMEHUMOCTH
K 3TOM (YHKIIUU KBa3UPETyJISpHOTO METOoJa Hau-
MEHBIIMNX KBaIpaToB. Tak, CBOIICTBO MOHOTOHHOCTH
obecrneuynBaeT CylIeCTBOBaHME OOpaTHON (hyHKIIUU

f 1(y). I'magxocth flu) HeoOxoguMa IJIST TIOIYYCHUS
oneHku (23).

IIpumMeHeHne KBa3UPETYJISIPHOTO METOJa HAMMEHb-
mux KBagapaTos. [IpyMeHUM onMcaHHBIN METOJ K 3a-
Jlaye OMNUCaHUS NPOBOAUMOCTU HMOHHBIX KaHAaJIOB.
Ham Heo6GxoauMo OLEHUTh 3HAUECHUS MapaMeTpOB
n3 ypaBHeHUs (12):

u=ax;+b

U pa3HbIX TOYCK X;. OTMCTI/IM, qTO

a=filw)=u/(1-e)™,

roe y, =aV +b,,

B=fi(w) =€, e u, =aV +b,
_m(V) _1-m(V)
Kaxk u panee, o, (V) = ) up, (V)= R

B kauecTBe KpUT€pusda corjiaCoBaHUA 6epeM MU-
HUMYM HEBA3KUN:

> (t(V) =% (V)" - min, (24)
i=0

ITouck oOpaTtHo¥ dyHKUMA 014 f5(u) He Tpen-
CTaBIISIETCSI CIIOSKHBIM:

£ (y) =-In(y).
s obpatHoi pyHKMH f1(#4) BBIpAXEHUS B 3J1€-

MEHTapHBIX (PYHKIMIX He cyliecTByeT. I moucka
3HAYEHU 0OpaTHOI (PYHKIMU MOXHO BOCITOJIB30-
BaThCS METOAOM KacaTeJIbHBIX, TaK KaK Halla GyHK-
M Tankas. MoxXHO HallTh, 4yTo oOpaTHas 14 f1(u)

GYHKIUST IMeeT BBIpaxXeHue depe3 MyHKIuoo Jlam-
oepra:
S ) =y+W(-ye”),

rne W(z) — dyukuus JlamOepra, omnpenensieMasi Kak
pellleHre ypaBHeHUS

7= W(z)e"@.

PenieHue naHHOTO ypaBHEHUS peal30BaHO B OT-
KPBITBIX U MIPOIIPUETAPHBIX MaKeTaxX. B naHHOM ciy-

yae MCIIOJb30BaJIUCh pEIICHUS MTaKeTa Matlab®. Pe-
IIIeHWe MaHHOTO ypaBHEHUSI MMEeT HECKOJIbKO BET-
Beii. B maHHOI 3amaue BEIOMpaeTcs AeliCTBUTEIbHOE
pellleHue, yIOBJIETBOPSIONIee CBOWCTBY OOpaTHOTO,
K 3alaHHOI (PyHKIIMU Ha pacCMaTpMBaeMOM MHOXe-
CTBE 3HAYCHUM.

3anava (24) MoxeT OBbITh pa3/esieHa Ha IBE, OTHO-
cutenbHO MYyHKIMI a u 3. Takum obpazom, mpobJie-
Ma CBOJUTCS K MOCJeA0BaTeIbHOMY TTOMCKY 3Hauye-
HUI mapaMeTpoB (ay, b,), MUHUMU3UPYIOLIUX HE-

BSI3KY

n

g =y (6(V)-a, (),

i=0
¥ TapameTpoB (ag, bg) —

n

&= (B -B. ().

i=0

B cuny HenipepsiBHOCTH byHKImit (11) u (13), Mmu-
HUMU3UPYS BeipaxkeHUs (25) u (26), Mbl OymeM pe-
maTh 3amaqy (24).

K pemrenuto kaxmoii u3 3amad (25) u (26) npume-
HUM KBa3UPeTYISIPHBIN MEeTOI HAMMEHBIIINX KBaIpa-
TOB, B CMJTy MOHOTOHHOCTH W TJIaIKOCTH (DYHKIIMIA

a(V) uB(P).
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On the Use of Kolmogorov Equations for Determining Ion Channels Characteristics
A.P. Kruchinina* and N.V. Kulikovskaya**

*Faculty of Mechanics and Mathematics, Lomonosov Moscow State University, Leninskie Gory 1, Moscow, 119912 Russia

The paper proposes a method for determination of the dynamic properties of conduction within voltage-gat-
ed ion channels with several sequentially located energy barriers named gate particles using a theory of Mar-
kov random processes in continuous time and with a discrete state space. The number of states was taken
equal to the number of energy barriers in the channel plus one. If the hypothesis that random flows switching
gate particles between an open and a closed are Poisson process, is true, then mathematical description of the
system’s state of similar channels can be a system of Kolmogorov linear differential equations for state prob-
abilities. Using this model and based on Volt-Clamp test results, published in open access journals, it is pos-
sible to find out how fixed values of membrane potential depend on the intensities of Poisson process for dif-
ferent types of potassium channels. Function parameters, that describe the intensity of ion transition across
the channel, in the Kolmogorov equation can be restored using the generalized least squares method. This
paper contains the examples of determining the intensities of transitions for two types of voltage-dependent
potassium channels known as «delayed rectifiier potassium channels» (IKdr, two identical activation gate
particles) and channels with fast activation and inactivation processes (IKa, three identical activation and one
inactivation gate particles). It is shown that channel activation and deactivation is described by solving the
general Kolmogorov equation.

Keywords: events flow intensity, Kolmogorov equations, ion currents, VOLT-CLAMP protocol, least squares
method
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