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C npumeHeHueMm ¢opmanuzMa XOoJUKKMHa—XaKciu pa3zpaboTaHa Maremarnyeckass MOJelb
KaJIbIIM3aBUCHMOTO XJIOPHOTO TOKa, OCHOBaHHAsl Ha ONMYOIMKOBAHHBIX SKCIIEPUMEHTAJIbHBIX
JIAaHHBIX O KMHETHUKE TAKOT0 TOKA B KJIETKaX Pa3HbIX TUMNOB. IlomydeHHbIE pe3yabTaThl Mpe-
Ha3Ha4YeHBI JUIS JaJIbHEHIIEro CII0Ib30BaHMs B pa3padaTbiBaeMOil MO/IEN T1aIKOMBIIICYHOH
KJIETKH JIETPy30pa MO4eBOro my3bIpsi. OCOOCHHOCTh MOJEIHPYEMOI0 TOKa — HaJM4YMEe JIBYX
KOMITOHEHTOB C O0IIel KMHETHUKOW KalbIMII3aBUCUMOW aKTHUBALMU U pa3HbIMU (OBICTPOH M
MEJJICHHON) KMHETUKaMH MOTEHLIMAI3aBUCUMON aKTUBAlUU. B BBIYMCIUTEIBHBIX JKCIEPU-
MEHTaX, BBINOJIHEHHBIX C MCIIOJIB30BAHUEM MPOTOKOJIA CTyNEHYaTOH (UKCalMy MOTECHIIHAIA
WM BHYTPUKIETOYHOH KoHueHTpauuu kanbius ([Ca’’]), momydeHbl cTaTHYECKHE U JHHA-
MHYECKHE 3aBUCUMOCTHU BEJIMYHHBI TOKAa OT MeMOpaHHOTo noteHnuana u [Ca*] — BOnbT- u
MoJib-aMIiepHbie XapakTepucTuku (BAX m MAX COOTBETCTBEHHO), a TaKKE aHAIOTUYHBIC
3aBUCUMOCTH KMHETHYECKUX MEPEMEHHBIX KaJdblUH- M MOTEHIMAI3aBUCUMON aKTUBALMHU
Toka. [lodyueHHbIE XapaKTEePUCTHKU HMCCIEIYyeMOro TOKa OKa3alHCh OJIM3KMMH K TaKOBBIM
TOKOB-TIPOTOTUIOB. JlJIsT TOKa ObUIM XapaKTepHBI CIEAYIONME OCHOBHBIE CBOMCTBA: «HANPaB-
JeHHOE HapyxXy» («BbIXoasIee») Beinpsimiienue (outward rectification), ycunenue s dexra
BBIMPAMIIECHUS ¢ yBenauuenueM [Ca*'] u Oosee BbICOKas YyBCTBUTENBHOCTb K OTKIOHEHUSIM
[Ca’"], oT 6a3anbHOrO ypOBHs B AuanazoHe 10 1 MKM Mo cpaBHEHMIO ¢ TakOBOH B Juanaso-
He OoJsiee BBICOKMX KOHIICHTPALMH (UTO MPOSIBISUIOCH B OOJIBIIMX OTHOIICHUSX IPUPAIICHHUE
TOKa/KOHI[CHTPAIIHS ).

KJIKOUYEBBIE CJIOBA: maTtemaTudeckasi MO/ieJib, KAJAbIUH3aBUCUMBbIH XJOPHBIH TOK,
BOJIbT- M MOJIb-aMIePHbIE XapaKTePUCTHKN, KHHETHKA AaKTHBAI[MHU.

[7] no mpubnusutensHo +2.2 MB [5]) nanHbIi BXOAS-
U TOK MOXKET CYNIECTBEHHO CMeNaTh MeMOpaHHBII

KanpruiizaBucuMble XJIOPHBIE TOKH, BIICPBBIC OOHA-
pyXeHHBIC B siiniekieTkax Xenopus [1, 2], 6vnn 3a-
PETUCTPUPOBAHBI BO MHOXKECTBE KJIETOK, B TOM UMCJIE
B ThajgkoMblmedHbix kiaeTkax (I'MK) Bo3myXoHOCHBIX
mytei [3], xenynaka [4], KpOBEHOCHBIX cocyaoB [5],
yperTpsl [6] u MoueBOro nys3sips [7], a Takxke B KJET-
Kax cekpeTopHbIxX xeine3 [4] u renaronurax [8]. [Ipen-
[0JIaTaeTCsl, YTO 3TH TOKH HIPAIOT BAXHYIO POIb B
KJIETOUYHBIX 3JIEKTPUUECKUX Ipoueccax. B yactHocty,
Omaromapst cBoOeMy MEHEe HEeraTHBHOMY PaBHOBECHO-
My MOTEHIUMAIY [0 CPAaBHEHUIO C OOBIYHBIM MOTEHIIH-
alioM TMOKOs (COTIacHO pa3HbIM UCTOYHHKAM — OT —32

'MesKIyHapOAHbII LEHTP MOJICKYIIpHON (usnonorun (J{HenpornerpoBckoe

ornenenne) HAH Vipannsr (Ykpanna).

O moura: dnipro@biph.kiev.ua (C. M. Koporox);
kochenov_artem@yahoo.com (A. B. Kouenos).

NEUROPHYSIOLOGY / HEUPO®U3UOJIOTUSN.—2013.—T. 45, N 5

notennuan (MII) kIeTku B CTOPOHY IEMOJsAPU3ALIHH,
TEM CaMBIM CIIOCOOCTBYS Pa3BUTHUIO AIIEKTPHUECKO-
ro Bo30yxnaeHus [7, 9], MblIedHOTO coKpameHus [3]
U ApyruxX (QYHKIIMOHAJIBFHO BAXXHBIX MPOIECCOB, MPH-
CYIIMX KJIETKaM TOTO HJIM MHOTO TUIa. BmecTe ¢ Tem
MHOTHE aCHEeKThl OMO(GU3UKU U MOJICKYIIPHOU (HH3H-
OJIOTUHU, OTHOCANIUECS K 3TUM (PYHKIMOHAIBHO BaXK-
HBEIM TOKaM, OCTAIOTCSl HEpEeIMIeHHIMHU. He BmonHe m3-
BECTHO, KaKue MeMOpaHHbBIEC MIPOTEUHBI MOTYT HTPaTh
POJIb KaHAJOB JJIS1 JAHHOTO TOKA; €Ie MEHEE M3YUCHEI
KOHKPETHBIE POJIM 3TOr0 TOKa B ()OPMHUPOBAHHUU pAaa
KICTOYHBIX JJEKTPUUICCKUX U OMOXHMHUECKUX IPO-
neccoB. MaremMaTH4eCcKoe MOJICTUPOBAHUE KIETOYHBIX
MPOIIECCOB, BCE IMHpE NMPUMEHSIEMOE B KaueCTBE JO-
MOJHUTEIBHOTO METOJ]a UCCIeI0BAaHUs, MOTJIO ObI TO-
MOYb PEMICHHUIO IEPEUYHNCICHHBIX BOMPOCOB, OJIHAKO
MOJIeNIM YKa3aHHOTO THUIla TOKOB MOKa eAUHUYHBI. OHU
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OBLTM HENaBHO CO3JAHBI JHING IS dHIOTEIHAIBHBIX
kietok [10] u I'MK nerounoii aprepuu [11]. Jna TMK
JIeTpy30pa MOUEBOTO My3bIps (00BEKTa, MPEICTaBIA-
IOIIEero sl HaC 0COOBbI MHTepec) Takue MOJEeNu OT-
CYyTCTBYIOT. DTa CUTyalllsl © MOTUBUPOBAJa BbINOJHE-
HUE JaHHOW paboThl. llenpio ee OBLIO MOCTpPOCHUE U
HCCJIe0BAHNE MO KaJlbLIMH3aBUCUMOTIO XJIOPHOTO
TOKa, KOTOPYIO B JaJbHEHIIEM MOXHO OyAEeT MCIOJb-
30BaTh MPHU MOCTPOCHUH OMOIOTHYCCKH PEaTUCTHU-
Hoil mozenu I'MK nerpy3zopa Mo4eBOTO My3bIps.

OIIMCAHHUE MOJEJIN

Monens KaabIU3aBUCUMOTO XJOPHOTO TOKA OIHCHI-
BaJU C NPUMEHEHHEM ypaBHEHUH Tumna XOJKKHUHA—
Xaxcnu [12]. [moTHOCTh TOKa (TOK Ha SAUHHMILY TIO-
BEPXHOCTH) J, ONMpPENEsIach yPABHEHUEM:

Jc1 - GCI (£ - Ec1)’ (1
roe £ — MII, ECl — MOTEHLIMAJI UHBEPCUH, GCl — OTHECEH-
Has K eIMHUIIE TUIOIIAIN TOBEPXHOCTH MEMOPaHBI ITPOBO-
JIMMOCTh XJIOPHBIX KaHAJIOB, BKIIFOUAIOINAsl B Ce0sl JIBE CO-
CTaBJISIIOIINE, KOTOPHIE XapaKTEPU30BAIUCh OJTMHAKOBOMN
3aBHUCHUMOCTBIO OT BHYTPUKIIETOUHOM KOHIEHTPALIUH KaJlb-
uus ([Ca*]), Ho pasubiMu 3aBucuMocTaMu oT MIL. Ilo-
TEHIMa3aBUCUMasl aKTUBAIUS Y OIHOM U3 COCTaBIISIOIINX
ObLTa OBICTPOH, a y ApyToil — MesIeHHOM. Takue cBoicTBa
MIPOBOAMMOCTH OTOOpaXKau ypaBHEHHEM

G.=G

Cl ClL f

(2)

rae G = 0.74352 Cm/cm? n G, = 0.85648 Cm/cm? —
MaKCHMaJlbHbIE yIe/bHbIE MPOBOIAUMOCTH OBICTPO H
MEIJICHHO aKTHBUPYIOUIMXCS KaHAJOB COOTBETCTBEH-
HO, p, U p_— KHHETUYECKUE MEPEMEHHbIE OBICTPOH n
MEJJIEHHON MOTEHIIMAI3aBUCUMON aKTUBALIMH COOT-
BETCTBEHHO, a m — 00Ias 1t 00enX COCTaBIISIONNX
KHHETHYeCKas MepeMeHHasi Kalbl[MiH3aBUCUMON aKTH-
Banuu. [locnenHiow onuckBaiu qudhepeHIrnaIbHbIM
ypaBHCHUEM

m:p;g +GC1,S.m Py

dm/dt = (m, - m)/¢_, 3)
rac
m_=1/{1 + (K, /[Ca*])"} 4

¢ mapamerpamu j = 33.3 mc, K = 0.48 mMkM u
H=34.
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Kunetnueckue nepemMeHHble OTEHIUAI3aBUCUMON
aKTUBALUU p = p, p_ ONUCHIBAIM IOXOOHBIMU ypaBHe-
HUSIMHU:

dp/dt = (p, - )/, 5)
C UJCHTHUYHBIMU BhIpaX€HUsMHU U napameTrpamu (MII
MOJNIOBMHHOM akTuBauuu £, , = 103.5 MB, daxrop xpy-
TH3HBL § = 37.266 MB) y cTaniuoHapHbIX 3HAYEHUI:

p,= V[1 + exp(-(E ~ E,)/s)], (©6)
HO C Pa3HbIMHU KOHCTaHTAMH BPEMEHHU (jp = jf= 7.826 mc
TS p :pr/ij =j,=82.028 mc oy p = p ).

VYpaBHeHue (4) HASHTUYHO ypaBHEHHUIO XuJjja, UC-
noas3oBaHHOMY Koymu m coaBt. [8] nnsa onmmcanus
KOHIIGHTPAIlMOHHO3aBUCUMOM aKTHBAallMM TOKa 4Yepes
KaJlbIMHaKTHBHPYEMbIe XJIOpHbIE KaHaJlbl B MeMOpa-
HE M30JUPOBAHHBIX IeNaTOLUTOB MOPCKOH CBHHKH.
CornacHo cOOOIIEHUSAM IIUTHUPOBAHHBIX aBTOPOB, Ta-
KOE BBIpaXKeHHE 00eCIeunBalo ryumniee (Mo KpUTEPUIo
HAaWMEHBIIUX KBaJpaToB) MPUOIMKEHUE K JAHHBIM
UX HAaTYPHBIX DKCIIEPUMEHTOB, B KOTOPBIX OLIEHHBA-
Jach OTHOCUTENIbHAS BEPOSITHOCTH OTKPBITOTO COCTO-
SHUs KaHaja (COOTBETCTBEHHO pe3yibraTam inside-
out patch clamp-perucTpanuu Toka 4epe3 OJUHOYHBIC
KaHajbl IPU pa3HbIX KoHmeHTpauusx Ca’" Ha HHUTO-
30JIbHON cTOpoHE MeMOpaHsl U ¢pukcupoBanHOM MII
+50 MB). Bennuunna j, He 3aBucena OT KOHIEHTPALUK
Ca?', kaK B CiIydae KaJbIMI3aBUCHUMBIX KaJTHEBBIX Ka-
HasnoB Tuna BK. YpaBHeHue (6) aHallOTHYHO ypaBHe-
Huio bonbnmana, a ero mapametpsl £, , U S 10A00paHbl
HaMU C LEJNbI0 00ecreueHus Jyyluero npuoauxKeHus
CTALMOHAPHOM BOJBT-aMIEPHON XapaKTEPUCTHUKHU
(BAX) mozmenaupyeMoro Toka K mogo0HONH XapakTepH-
CTHKe, KoTopas OblIa MOCTpoeHa XapTIe/UIOM U COaBT.
([4], puc. 1, C) mo gaHHBIM perucTpaluii Toka yepes
KaJbIIMHaKTHBUPYEMbIC XJIOPHBIC KaHAJbI, 00pa3oBaH-
HbIE IPOTEMHAMU aHOKTaMHUHOBOTO CEMelCTBa.

Pa3paboTka u mccienoBaHNWE BBHIIICOMUCAHHON MO-
Jeiaud ObUIM OCYILIeCTBJIEHBI B NMPOTpaMMHOM cpene
«NEURON» [13]. BeluncnurenbHble S3KCTIEPUMEHTHI
BBINIOJIHANM Ha OJHOKOMIAPTMEHTHOM MEMOpaHHOM
MHJIUHIApPE, pasMepbl koToporo (miauHa L = 100 MKM,
auamerp d = 5 MKM) COOTBeTCcTBOBaiIM pazmepam ' MK
JneTpy3opa MoueBoro ny3bips [14—16]. Monens BKiIIO-
gaja B ce0s MPOBOAMMOCTH IS HUCCICAYEMOTO TOKa
J.» @ TaKKe aHajor snaexTponaa s puxcanumun MIL
DJIeKTpUUYECKHUE MPOLECCh B pacCMaTpUBAEMOM KOM-
MapTMEHTE B I1EJIOM OTIMCHIBAJINCH YPAaBHCHUEM:

NEUROPHYSIOLOGY / HEUPO®U3UOIOTUSN.—2013.—T. 45, N 5



MATEMATUYECKA S MOJIEJIb KAJIBLIMM3ABUCHUMOI'O XJIOPHOI'O TOKA

C dE/dt = J+ I, /p-d-l, (7)

rae C =3 Mmx®/cM*— ynenbHas eMKOCTh MEMOpaHBbI, a
I . — TOK OT BHEIIHETO reHeparopa.

[IpoTOKON BBIYUCIUTENBHBIX YKCIEPUMEHTOB Ipe/I-
ycMaTpuBajl pacueThl CTAllMOHAPHBIX M JAUHAMHUUe-
ckux BAX monenupyemoro toka (ero mioTHoctu J )
npu onpezneienHoM 3Hadenuu [Ca’’]. PaccuuteiBanu
Tak)Xe TaK Ha3blBaeMble CTallMOHApHbIE U AMHAMUYE-
CKHEe MOJib-aMIiepHbIe XapakTepuctuku (MAX), koTo-
phble OCHOBBHIBAIOTCA HA 3Ha4YeHMAX oTHomeHui [Ca’'],
U, COOTBETCTBEHHO, CTAllHOHAPHBIX MU MTHOBEHHBIX
Benu4uuH J, npu onpeneneHHom yposue MIL. J[una-
muueckue BAX u MAX onpegensiin ¢ uCIoab30Ba-
HHEM METOJla CTyleH4YaTol (uKcauuu noreHnuana £
WJIM KOHIICHTPaIun [Caz*]l_ COOTBETCTBEHHO Ha Pa3HBIX
YPOBHSX, U3MEPAS COOTBETCTBYIOLIUE KaXJOMYy YpPOB-
HIO MITHOBEHHbIE 3HAUE€HUs TOKA B ONpPEIEIEeHHbINH MO-
MEHT BpPEMEHH MOocJie Hadajla cTylneHbku. [Ipu aTom
MOMEHTHI U3MEPEHHUS CIIEAOBAJIN C paBHBIMU UHTEPBa-
JIaMU OT Hayalla CTyNEeHbKU 10 BPEMEHHU JOCTHKEHHS
CTAallHOHAPHOI'O0 COCTOSIHUS.

PE3VYJIBTATBI

B mnepBoii cepuu BBIUMCIUTENBHBIX JIKCIEPUMEHTOB
paccunThiBaiu cTanuoHapHeie BAX Monemnupyemoro
KaJbLUHA3aBUCUMOI0 XJIOPHOTO TOKa MPU HECKOJIbKUX

A

HA
12

10

T
-75 =50

(uxcuposanupix 3Hauenusx [Ca®’] (puc. 1). Otu He-
JTWHEWHBIC XapaKTepPUCTUKH HMEIIH ABE OCHOBHBIE 0CO-
Oennoctu. Bo-mepseix, npu Beex 3HadeHusax [Ca®']
BBIXOJSINIUN (MMCIONIUKA TIOJOKHUTEIbHOE HampaBiie-
HHE) TOK, BBI3BaHHBIN cMmemenueM MII £ B cTtopoHy
JIEMOsApU3allid OTHOCUTEIHLHO pPaBHOBECHOIO 3HA-
uenus E_, 10 abCONOTHOW BEIMYMHE CYNIECTBEH-
HO TIPEBBIIIAN BXOASIIHNI (OTPUIATCIBHBIN) TOK, BBI-
3BaHHBIN MPOTUBOMONOXKHBIM cMmenienuem MII. Takas
0COOCHHOCTH XapaKTepHa JIsI TOKOB «HAIMPaBICHHO-
ro Hapyxy» Boinpsimienus (outward rectification —
TEPMHH, YacTO MEPEBOAUMBIH KaK «BBIXOMSIICE BHI-
npamieHue»). Bo-BTOpBIX, MpU JIOOBIX OTKIOHEHUIX
MII E or paBHOBecHOro 3Hayenus £ = 0 MB ysenu-
uenne [Ca’’], MpUBOAMIO K YBEIMYEHHIO KaK BBIXO-
JISIIET0, TaK U BXOJSIIETO TOKOB (Cp. KpuBbIe /—5 Ha
puc. 1), mpuyeM paBHBIE NpHUpaALIEHUs KOHIIEHTpa-
nuu (0.25 MKkM) B o0iacTu MajbiX 3HAYCHUH MOCIIEI-
Heil (ot 0.25 no 0.5 MkM) BBI3BIBajJM CYIIECTBEHHO
0ONbIIMEe TpUpalmeHUss aOCONIOTHBIX 3HAYEHWH TOKa
10 CPAaBHEHUIO C TEMH, KOTOpbIe HAOJIIONATUCh B CIY-
gae TaKUX XKe MPUpAIICHUH B 00acTH OONBIINX KOH-
nentpauuit (ot 0.5 go 0.75 MxM; cp. kpussie /, 2 u 2,
3 Ha puc. 1). Dta 0coOCHHOCTh yKa3bIBaeT Ha Cylile-
CTBEHHYIO HEJIMHEHHOCTh KOHUEHTPAIIMOHHOM 3aBUCH-
MOCTH aKTHBAIlMHM PAaCCMaTPHUBAEMOTO TOKA.
YHOMSAHYTYI0 KOHLIEHTPAIlMOHHYIO 3aBUCHUMOCTH
TOKa TMOAPOOHO HCCIEAOBANHN B CIeAyIomell cepuu
BBIYMCIUTENbHBIX dKcIepuMeHTOB. Ha puc. 2 npexn-

WA 543
1.0
0.8
0.6 -
0.4 -

0.2

0.0

—0.2 4

—0.4 4 T MB

T T 1
-100 =50 0 50 100

P u c. 1. Crarnueckue BONbT-aMIIEPHBIE XaPAKTEPUCTUKU MOJEIBFHOTO KalbIIMH3aBUCHMOTO XJTOPHOTO TOKA B ITIaAKOMBIIIEUHON KIETKE IPH
Pa3HBIX 3HAYCHUAX BHYTPUKICTOYHON KOHIIEHTpaluu Kanbiws ([Ca*]).
Ha A xpusble /-5 cootBeTcTBYIOT 3HadeHusM [Ca®'], papubim 0.25, 0.5, 0.75, 1.0 u 5.0 MkM. 5 — npejcTaBieHHblil B pa3BepHYyTOM Mac-

mrale GpparMeHT, BBIACTICHHBIA HA A IITPUXOBBIMH JTHHUSAMHU.

P u c. 1. Crarnuni BOIbT-aMIIepHI XapaKTEePHCTUKH MOJEIHHOTO KaJbIilf3aIe:KHOTO XJIOPHOTO CTPYMY B INIaJ€HBKOM SI30Bil KIIITHHI TIpH

PI3HUX 3HAYCHHAX BHYTPIUIHBOKIITHHHOI KOHIIEHTPALii KaJbIiio.
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P u c. 2. Mosnb-amnepHubie xapakrepuctuku (MAX) MOJEIBHOTO KajdbIlUMH3aBUCUMOIO XJIOPHOTO TOKA B INIAAKOMBIILIEYHON KIIETKE.

A — ceMelcTBO TOKOB (2), TeHEpHPYEeMbIX Npu (PUKCHPOBAHHOM MeMOpaHHOM morteHnuane +50 MB 1 cTymeHYaThIX N3MEHEHHSIX BHYTpH-
KIIETOYHOH KOHIeHTpauuu kanbius — [Ca*'], (/) oT Hy;neBoro 10 GUKCHPOBAHHOTO ypoBHs B auanazone 0.1-2.0 MkM (war npupameHus
0.1 MmxM, murensHOCTh cTyneHbku 750 Mc). b — ctarudeckas (IIoka3aHa KpyXKKaMH) U JUHAMUYECKUE (ITOKa3aHbl CIIOUIHBIMY JIMHUSAMUI)
MAX ToKa, npejicTaBIeHHble CeMeHCTBOM 3aBUCHMOCTEH ero MrHOBEHHBIX 3HaueHuit ot [Ca®’]. Kaxas kpusas cemeiictpa b moinyuena co-
OTBETCTBEHHO 3aNUCAM A TTyTeM H3MePEHNs MTHOBEHHEIX 3HAYEHHH TOKA MPU pa3HEIX 3HaueHusX [Ca’’] B ompe/ieIeHHbII MOMEHT BPEMEHH
nocjie Havana cTyrneHbki. MOMEeHTHI u3MepenHus ciienoBaiy ¢ marom 10 mc B nuanasone 0-750 mc (Bpems neiictBus Tect-ckauka [Ca’']).
Crarnueckast MAX cOOTBETCTBYeT BpPEMEHHU YCTAHOBJICHHUS CTAIlMOHAPHOTO 3HaueHHs Toka (750 mc).

P u c. 2. Monb-amMnepHi XapaKTepHUCTUKH MOZACIBHOTO KaJIbIi13aIeKHOT0 XJIOPHOTO CTPYMY B IVIaJI€HBKOM *SI30Bil KIIITHHI.

CTaBJIeH TUIIMYHBIM pe3ylbTaT TAKUX MOJEJIbHBIX HC-
ciaenosaHuil. MAX Toka onpenensiin ¢ IpUMEHEHUEM
MeTona cTynenyaroil puxcanuu [Ca’’], Ha pasnmUYHBIX
ypoBHsxX B quanazoHe 0—2.0 MmxM (4, 7). MII ¢pukcu-
poBasiiu Ha ypoBHe +50 MB. Bribop yka3zanHoro 3Ha-
YEeHHUS OMNpPEAeNsiiCs BO3MOXHOCTBIO CpaBHEHHUS C
pe3yJibTaTaMU HaTYPHBIX 3KCIIEPUMEHTAJIbHBIX HCCIE-
noanuii [8]. Aunamuueckne MAX mpencrasisiin ce-
MeHCTBOM KOHIEHTPALMOHHBIX 3aBUCUMOCTEH MTHO-
BEHHBIX 3HAUCHUN ToKa (b), H3MEPEHHBIX C PaBHBIMU
10-MuUNTUCEeKYHIHBIMU MHTEPBaJaMU Ha MPOTKEHUU
KOHIIEHTPAIMOHHOHN cTyneHbpkH (750 Mc) ¢ MCmomas3o-
BaHMEM 3amuceil 3HaYeHUH TOKa, KOTOPbIE MPUBEAECHBI
Ha A. Kak BUIHO U3 mpeaCcTaBICHHBIX JaHHBIX, MOJE-
JUpYEMBbIil TOK HOCTHUTaj CTAalMOHAPHOHN BEJIMYUHBI B
npenenax nopsaka 50-260 Mc mocie Havaga KOHILEH-
TPaUMOHHOTO cKadyka (TeM ObIcTpee, ueM BbILIE ObLI
CKa4oK). YKa3aHHbIC CTAllHOHAPHBIE 3HAYEHHS BO3pac-
Tanu S-o6pasHo ¢ ysenuuenuem [Ca*'], nocruras Ha-
CBHINIEHUS TIPU 3HAYCHUSAX JaHHOTO rapamerpa, MpeBbl-
maromux 1.0-1.5 MmkM. CoOTBETCTBEHHO MIHOBEHHBIE
nunHamudeckue MAX (b, moka3aHbl CIUIOMHBIMU JIH-
HUAMH) CO BPEMEHEM CXOIMJIHUCh K CTAallMOHapHOM

428

MAX (moka3aHa Kpy>XKamu, Tam xe). [lonoGHas 3aBu-
CHUMOCTbH HalIIanach Npu pa3sHbIX GUKCUPOBAHHBIX
ypoBHsax MII.

B cnenyromeil cepuu BBIYUCIUTEIbHBIX 3KCIIEPH-
MEHTOB C MCIIOJIb30BaHUEM CTYNEeHYaTol (uKcanuu
MII uccnenoBanu auHamuueckue BAX momenupye-
MOT0 TOKa. Pe3ynbTarsl 3TOH CepUH UITIOCTPUPYIOTCS
puc. 3, Ha KOTOPOM MPUBEICH THITUYHBINA IPUMEp aH-
HBIX, MMOJTYYCHHBIX IIPH IBYX (PUKCHPOBAHHBIX YPOBHSIX
noseimenHoii [Ca®’] , a umenno 0.5 (4-5) u 5.0 (B-I)
MKM. 3nauenue 0.5 MkM ObLIO BEIOpaHO TaKKe U3 CO-
00paKeHNH BO3MOKHOCTH CPaBHEHHS C JJAHHBIMH JKC-
NepUMEHTalbHbIX ucciegoBanuil [4] (moagpobHOCTH
cMm. B O6cyxaenun). Ilunamudeckne BAX npencras-
JSJIM KaK ceMeiCcTBa MIHOBEHHBIX 3HAYEHUN BEIHYH-
HBI ToKa (b, I'), "3MEpeHHBIX ¢ paBHBIMHU 20-MUIIH-
CeKyHJIHBIMHM HHTEpBaJlaMH Ha NpoTskeHuu 750 mc
(UM TETPHOCTH CTYNEHBKU IMOTEHIIMAla); HUCIOJb-
30Bajy 3alMCH BPEMEHHOT'0 TEYEHHs TOKAa, KOTOpbIE
npuseneHsl Ha 4 U B. Tok gocTuran cBOero cramnmo-
HapHOTO 3HAYEHUs NPUOIU3UTENbHO Yepe3 340 Mc no-
clie Hayaja cTyneHbku npu cMmemenun MII no ypoBHs
+100 mMB u uepes 250 mc npu cmemenunu g0 —100 mB
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mB
100 —

750 mc

250 mc

—

I

-100
HA

\\\\

300 800

-3k

mB 750 mc

100

250 MC

-100
HA
10 —

mc
1300

800

-10+—

(T. e. Tem ObIcTpee, YeM MEHbIIEe OblIa aMIUIUTY/A CTY-
neHbkn). COOTBETCTBEHHO MTHOBEHHBIC JUHAMHUYeE-
ckue BAX (b, I', moka3aHbl CIIONIHBIMU JIMHHUSIMHU) CO
BpEeMEHEM CXOJMIIHCH K cTannoHapHoii BAX (tam xe,
MoKa3aHa KpyKKaMu).

JAuHamMuyecKkue CBOMCTBAa MOJEIUPYEMOTO TOKa,
XapakTepu3yeMble ceMelcTBaMU MTHOBeHHBIX MAX
(puc. 2) u BAX (puc. 3), onpenensitorcss TuHaMu4e-
CKHMH CBOMCTBAMH COOTBETCTBYIOIINX IPOLECCOB €ro
KaJIbLINH- U ITOTEHIIMAJI3aBUCUMOM akTUBalluu. Berauc-
JUTEIbHbIE Y9KCIEPUMEHTHI O3BOJMIN OCYIIECTBUTD
JIEKOMIIO3UIIMI0 3TUX TMPOIECcCOB (4TO MPAKTUUYECKH
HEBO3MOXXHO B HATYPHOM JKCIIEPUMEHTE) M OXapak-
TEpPU30BaTh MPUPOIY MX KOMIOHEHTOB C MOMOIIBIO
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b
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_1—1 T T T T T T T T T

-50 -40 -30 -20 -10 0

P u ¢ 3. /lunamuueckue BosbT-aMIIepHbIe XapakTepucTuku (BAX)
MOZIETBHOTO KaIbI[H3aBUCHMOTO XJIOPHOTO TOKA B TNIAAKOMBIIIEU-
HOH KJIETKe.

A, B — cemeiicTBa TOKOB (2), TeHEPHPYEMBIX NMPU (HUKCHPOBAHHBIX
3HAUEHHAX BHYTPUKIETOYHOH KoHUeHTpamuu kanbius ([Ca™])
Ha ypoBHe 0.5 (4) niu 5.0 (F) MKM u cTyneH4arbiX (AJIUTEIbHOCTD
crynenpkun 750 MC) M3MEHEHMSIX MEMOpaHHOTO IOTCHIHAla —
MII (/) ot HyneBoro A0 (HUKCHPOBAHHOTO YPOBHS B IHANa30HE
—100...+100 MB ¢ nocnenyromieii 250-MuIIHCeKyHIHOM HuKcanu-
eit ma yposue —100 MB (mar npupamenns 20 MB Ha 4 u 10 MB
Ha B). b, I' — cratnueckue (TIOKa3aHbl KPY)KKaMH) U TUHAMHAYECKUE
(1oxa3aHbl CIUIOIIHBIMY TMHUAME ) BAX Toka, mpescTaBiieHHbIE Ce-
MelictBaMu ero 3asucumocteit or MII. Kaxknasa xpusas cemelicTBa
b wnn [" nonyuyeHa COOTBETCTBEHHO 3alMcsIM A WM B myTeMm us3-
MepEeHHs] MTHOBEHHBIX 3HAYSHUH TOKa IPU pa3HbIX 3HaueHHsIxX MIT
B OIpE/ICIICHHBII MOMEHT BPEMEHH I10CIIe Hadaua CTyIeHbKH. Mo-
MEHTBI U3MepeHus cienoBai ¢ marom 20 mc B quanazone 0—750 mc
(anuTenbHOCTh cTyneHbku). Cratuueckas BAX n3mepena Ha 750-i
MC, KOT/Ia yCTaHABJINBAJIUCh CTAIMOHAPHBIC 3HAUCHHUS TOKA.

P u c. 3. /lunamiuHi BOJBT-aMIEpHI XapaKTEPUCTUKH MOJEIBHO-

TO KaJbII{3aJIKHOTO XJIOPHOTO CTPYMy B TJAJCHBKOM S30Biil
KJTITHHI.
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pacyeTa MU3MEHEHHH BO BPEMEHHM COOTBETCTBYIOIIMX
KUHETHUYECKUX MEPEMEHHBIX B TEX ke YCIOBHUSIX, B KO-
TOPBIX ONMpeAeIAInch 00IMe TMHAMUYeCKHUe CBOMCTBA
yKa3aHHOTO Toka. Kpome Toro, ObUIM MOJTyYeHBI JaH-
Hble JJI1 CPaBHEHMS C pe3yjbTaTaMu HEKOTOPHIX Ha-
TYpPHBIX DKCIIEPUMEHTOB (CM. HHXe). Pe3ynbrarsl Ha-
LIUX pacyeToB, IPeACTaBICHHbIE Ha pUC. 4, TO3BOJIMIN
OTMETHUTH CIEJYIOIHEe 0COOCHHOCTH TUHAMUKH Kallb-
uuii- (4A) u noreHuuan3aBucuMoi (H) akTUBALUH, IPO-
SBISIONINECS B PEaKIHUsIX Ha CTYIEHYAThIC U3MCHEHUS
ypous [Ca*"] u MII E cooTBeTcTBEHHO. Bo-TIepBHIX,
9TO OBUIM CYIIECTBEHHO Pa3JIMYaIONIUecss CKOPOCTH U3-
MEHEHUS MePEMEHHBIX U 3HaYE€HUs BPEMEHHU J0CTHXKE-
HHS UMW CTAllMOHApHBIX BenudnH. Haunbonpmas cko-
pPOCTb M, COOTBETCTBEHHO, HAUMEHbIIEe BpeMs ObLIU
MPUCYIIN KHHETUYSCKONH PYHKIIUU OBICTPOU MOTCHIIH-
al3aBUCUMOM aKTUBAlMK p, (b, yKa3aHO CIUIOIIHBIMU
JIMHHUSAMHU), HECKOJILKO MEHbIIIass CKOPOCTh HapacTa-
HHS U, COOTBETCTBEHHO, OoJbliee Bpems cTabunuia-
MY — KHHETUYECKOW TIepeMEHHON KalbIIUH3aBUCUMON
aktuBanuu m (A). HakoHel, cyniecTBEHHO MEHbIIEH
oKazajach CKOPOCTh M OOJBIIUM — BpeMsl HapacTaHUsI

A

MkM 750 mc

500 250
0 MC

~
-

1.0 —

0.8 —

0.6 —

S S )

mc
1500

1100

700

|
300

100

-100

0.5

JI0 CTAallMOHAPHOT'O YPOBHS Y KMHETHYECKOH IepeMeH-
HOW MEIJIEHHOW MOTEHI[MAJI3aBUCUMON aKTHUBAIUU D,
(b, yka3aHO WITPUXOBBIMU IUHUAMHU). ClieayeT oTMe-
THTh, 4TO TIpU (pUKcAlUK OTEHIIKAJA Ha JIIDOOM ypOB-
He 00€ KHHETHYECKUE IEPEMEHHBIE (P, U p ) NOCTUTATH
OJTHOTO M TOTO K€ CTAIlMOHAPHOTO 3HAYCHUs, COOTBET-
CTBOBABUIEr0 JaHHOMY YPOBHIO, XOTs U 32 pa3HOE Bpe-
M.

Bo-BTOpbIX, XapakTep NpUpaILEeHUH KMHETHYECKUX
MEPEMEHHBIX B yCIOBHSAX PaBHBIX NMPUpANICHUH Be-
JIMYMH, YHPABJIAOMUX STUMH TepeMeHHbIMu — [Ca®'],
u E, — uMmen u o0mue 4epThl, U psiJl 0COOCHHOCTEH.
OOmuieli uepToi, mpucymield 00euM KMHETUYECKUM TIie-
PEMEHHBIM 3aBHCHMOW OT MOTEHIMaja aKTHBAIlUH,
ObIJI0O TO, YTO paBHbIE NMpHUpalleHUs YPOBHS (PuUKCH-
pPyeMOTO HAaNpsIKEHHS BO BCEM JWania3oHe 3HAUYCHHU
(=100 ... +100 MB) BBI3BIBaNN NpOrpeccUBHO OOIBIINE
npupameHns ykazaHHBIX mepeMeHHBIX (b5). Cymie-
CTBEHHO MHBIM OB XapaKTep NpHUpalleHui KUHETH-
YEeCKOW MepeMEeHHOMN KaJabIIM3aBUCUMON aKTUBALINU /1
(A). OTn npupamieHus BHa4aie yBeJIMYUBAIUCDh, a 3a-
TeM yMEHbIIAIUCh J0 HYJS TPU PABHOMEPHOM BO3pac-

mB
750 mc
0 E 1300 mc
= 250 —
P
//”” \
-
/7
0.4 / |
/ |
/ |
=
/’I //' ‘\
’I ,/ ‘\ \
/! / \ \‘
e i\ 2
! / o A\
I A
I,l yd \V\
L — A \\
7 - LA
’, // \\ \\\
0.1 —— \\\ \,
e Y \,
o~ _ :\:::‘::::\‘\s‘\
Sy S aSoSSEEe
=TS MC
300 800 1300

Puc.4. I[I/IHaMI/I‘IeCKI/Ie CBOWMCTBA KHHETUYECKUX Q)yHKHI/Iﬁ AKTUBAILUHU MOJICIIBHOT'O KaHBHHﬁ3aBHCHMOFO XJIOPHOT'O TOKa B INIaAKOMbIIIICY-

HOM KIIETKE.

A — “3MEeHEeHHs BO BpEMEHH KHHETHYECKOH MepeMEHHON KOHIIEHTPAIlIMOHHO3aBUCUMON aKTuBauuu m (2) mpyu TaKKUX XkKe, Kak ¥ Ha puc. 2, 4,
CTYHEHYAThIX U3MEHEHUAX BHYTPUKJIETOUHON KOHIeHTpanuy Kaiblus — [Ca*] (1) B ycnosusx ¢pukcaiuu MemOpannoro norennuana (MIT)
Ha ypoHe £ = +50 MB. 5 — n3MeHeHHUs BO BpEMEHH KHHETHYECKHMX IEPEMEHHBIX IIOTEHIMAN3aBUCHMOM akTuBanuu (2), OICTpOH p, (ykasa-
HO CIUIOINHO¥ JIMHKUEN) ¥ MEIUIEHHOM p_ (YKa3aHO IyHKTUPHOM JIMHUEN) IPH TAKKX JKE, KaK M Ha puc. 3, 4 U B, CTyNE€HYaThIX U3MEHEHUSX

MII B ycnosusix dukcauun [Ca*], na yposne 0.5 MxM.

P u c. 4. [lunamiyHi BIaCTHBOCTI KiHETHYHUX QYHKIIH aKTHBALil MOJEIHHOTO KaJIbLi#3aJIeKHOT0 XJIOPHOTO CTPYMY B IJIaJeHBKOM s130Biii

KJIITHHI.
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TaHUM KOHIEeHTpauuu ¢ marom 0.1 MxM B amamazone
0-2.0 MxM, Tak 4TO cTallMOHAapHOE 3HAaYE€HHUE YyKa-
3aHHOU MepeMEeHHON aKTHBAIlMU JOCTUTAIO0 €TUHHIIBI
(cBOETO poNa «YpOBHS HACBHINIEHHS») B CIydae Hapac-
tanus [Ca*'] no 1.7 MkM.

3aBepmIalomKM dTamoM Hamel paboTsl ObUTIO como-
CTaBJIEHUE MOJYUYEHHBIX PE3yJIbTaTOB BHIYMCIUTENb-
HBIX 9KCIIEPUMEHTOB C TaHHBIMH JKCIIEPUMEHTATBHBIX
HCCIIe0OBAHUIN KaJbUMH3aBUCUMBIX XJIOPHBIX TOKOB-
npoToTunoB. Kak mpaBmio, 5TH dKCIEepUMEHTAIbHBIC
JAHHBIE OTHOCSATCS K TOKaM uepe3 OJUHOYHbIE KaHa-
JBI, XapaKTePU3yEeMbIM MOTCHIHAT- WJIM KOHIICHTpA-
LMOHHO3aBUCUMBIMU BEPOSATHOCTAMU OTKPHITHIX (Po)
ui 3akpeIThiX (Pc) cocTossHMI KaHaloOB, a TaKkKe K
HHTErpajbHbIM (IONYISUOHHBIM) ToKaM. [locinennue
MpEeCTaBICHBI INO0 UX HATUBHBIMU 3aMUCSIMU, HIITIO-
CTPUPYIOLIMMHU PEaKIUI0O Ha NMPHUIOKEHHbIE HAIPsKe-
HUs, AeficTBHE (papMaKOJIOTHUYECKUX BEIIECTB U T. II.,
nu00 cTalMOHAPHBIMU WIIM AMHaMu4Yeckumu BAX, mo-
CTPOEHHBIMM Ha OCHOBAHMM yKa3aHHBIX 3anuceit [17].
Hama mozaenp mo3BoJsisieT CUMYJIMPOBATh UHTETPalb-
HBIA TOK, UCCIIEIOBAHHBIN C UCIOJIB30BAHUEM MTPOTOKO-
JIOB cTyneHyarto# ¢ukcanuu norennuana uiau [Ca*].
OTO W ompenenwio BHIOOpP JaHHBIX ST CpaBHEHHH,
MpeACTaBICHHBIX TpeMs NpuUMepaMu Ha puc. 5. Ane-
KBAaTHOCTH CPaBHECHHUsS oOecleunBaiach, B YaCTHOCTH,
COOTBETCTBUEM YCIOBUN (IIPOTOKOJIOB) BHIYUCIUTEIb-
HOTO DKCIIEPUMEHTA YCIOBUSAM, IPU KOTOPBIX OBIIH TO-
Jy4eHbl HaTypHble AaHHbIE. [lo GpusnueckoMy cMmbIcy
BEPOSATHOCTSAM OTKPBITOTO (aKTHBHUPOBAHHOTO) COCTO-
STHUSI KaHalla COOTBETCTBYIOT CTAllMOHAPHbIE 3HAYEHUS
KHHETUYECKON MepPEeMEHHON (KOHLIEHTPAaLlMOHHO3aBU-
CUMOWM m, WK TOTEHIMAN3aBUCUMOM p, ) aKTUBALMH
HHTErpajbHOTO TOKa. B mepBom cinydae (4) cpaBHHU-
BalM 3aBUCUMOCTH OT 3HaueHuit [Ca®’] Takux Benu-
YMH, KaK CTaIll[MOHapHas KWHETHYECKas IMepeMeHHAas
KaJIbIUAYIPABISEMON aKTUBALIMU MOJIETILHOTO TOKA /71,
(yKa3aHO CIUIONIHBIMH JIMHHUSMHU) U ONKCAaHHAs B pa-
6ote Koymu u coaBT. [8] BepOATHOCTb OTKPBITOTO CO-
cTtosiHusA Po mpomyckaronmux mogoOHEIH TOK KaHAJIOB
B MeMOpaHe renaroquToB (yKa3zaHO KpPYXXKKaMu) MpH
OJIMHAKOBEIX 3HAUCHMIX pukcuposanHoro MII +50 MB.
[Ipencrapiennas 31€Ch 3aBUCUMOCTD m,, ObLIA MOJTyY€E-
Ha U3 3amnmucei, moka3aHHbIX Ha puc. 4, A 17Is1 MOMEHTA
BpeMenu 750 Mc nocie Havaja CTyNeHbKH (aHAJIOTHY-
HO Tpoueaype moiydenus cranunoHapuoir MAX). Co-
OTBETCTBYIOIIAsl 3aBUCUMOCTb BeposiTHOCTH Po ompe-
Jensnach ypaBHeHHEeM 2 u3 paboTsl Koymu m coasT.
[8], Tme oHO OBLIO BBIBEACHO IO PE3yiIbTaTaM H3Me-
peHHUs TOKOB uepe3 oauHOouHbIe KaHanbl ([8], puc. 8).
bnu3ocTh cpaBHUBAaEMbIX 3aBUCUMOCTEH BIIOIHE oue-
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BUJHa. BMecTe ¢ TeM Mpu CpaBHEHUH 3aBUCHUMOCTEH
oT 3HaueHuil MII Takux BeJMYUH, KaK CTallUOHAapHbIE
KHHETHYECKHE MepPeMEeHHbIe TOTeHIHAaTyIpaBIsieMOi
aKTHBAIlMK MOJIENBHOTO TOKa p, = p. = p_(puc. 4, b) u
BEPOSITHOCTU OTKPBITOTO COCTOSIHUS PO KaHanoB TOro
ke Tumna (1o dKCIMEepPUMEHTAlbHBIM JaHHBIM Koymu u
coaBT. [8], puc. 9), yCTAaHOBJIEHHBIX B OJUHAKOBBIX
YCIOBUSX (PUKCUPOBAHHON KOHIIEHTPAIMU KalbIUS
0.5 MxM rtakoii 6mu3ocTH He Habinroganoch (He HII-
nocTpupyercs, o0cyxknenue cMm. Huke). Ha puc. 5, A
MOKa3aHO cpaBHeHUE cTaThudyeckux BAX mozmenbHO-
ro Toka (yKa3aHo CIUIOIIHOW JIMHUEH) U 3apeTUCTPHU-
POBaHHOIrO B KCIEpUMEHTaX XapTueila U COaBT. [4]
KaJbIIMH3aBUCHUMOTO XJIOPHOTO TOKa 4Yepe3 KaHabl
AHOKTaMHMHOBOI'O ceMeiicTBa (yka3aHo kpyxkamu). Co-
MOCTaBUMOCTh O0OecrednBaiiach eIMHOOOpa3ueM mpo-
TOKOJIOB U YCJIOBUM BBIYUCIUTEIBHOTO U HATYPHOrO
KCHEPUMEHTOB. JTO cTymeH4Yatass QuKcanus mOTeH-
uuaia (JJIUTeNbHOCTh CTyHneHbkH 750 Mc, aMIiauTyna
oT —100 mo +100 MB, nmpedukcanus Ha ypoBae 0 MB)
npu [Ca*] = 0.26 MM, a Tak’ke HOPMUPOBAHUE TOKOB.
[Tocnennee TpeOOBaMOCh B CBSI3M C PEKUMOM «IIeias
KieTkay npu ¢pukcanuu norennuaia (whole-cell volt-
age clamp) u HeompeneIeHHOCThIO pa3MepoOB HCClie-
JyeMBbIX KJIETOK B YIIOMSHYTBIX dKCIIEpUMEHTax XapT-
uenna u coasT. [4]. HopmupoBanue ocymiecTBIsIIN
MyTeM JAeJeHHUs KaXI0ro 3HaueHHus Toka [ (ocu oplu-
HaT Ha HameM puc. 4, b5 wiu puc. 1, C B LUTUPOBAHHOU
pabote [4]) Ha MakcuMabHOE 3HA4YEHUE [, KOTOPOE
HUMEJI0 MECTO B KOHIEe 750-MMIUIMCEKYHIHOTO IIEPHUO-
na pukcanuu norennuana Ha yposue +100 mB (4, yka-
3aHO TOJICTOW JNUHUEH, unu [4], BepXHAsS 3aMuCh TOKa
Ha puc. 1, A). [Ipumep, npuBeneHHbIA Ha puc. 5, b,
Tak)Xe MOJTBEPXKIACT OIM3KOE COOTBETCTBHE CTATH-
yeckoii BAX MoaenpHOro TOKa M aHaJOTHYHOU Xa-
PaKTEpHUCTHUKN TOKA-TIPOTOTHIIA Yepe3 KaHaJbl aH-
OKTaMHUHOBOro Tuna. CxoxcTBa W pa3in4yus AUHAMHU-
KU TeX XK€ TOKOB MILIIOCTPUPYIOTCS Ha puc. 5, B, rae
HIpeJCTaBICHO BPEMEHHOE TE€UEHUE MOJEIbHOTO TOKa
(Yxa3aHO CIIJIOIIHOW JTWHHEH) U 3apETHCTPUPOBAHHOTO
B JKcIepuUMeHTax XapTueiia U coaBT. [4] Toka-
nporotuna (yka3aHo KPYXKaMH), TEHEPUPYEMBIX B
OJMHAKOBBIX YCIOBHUAX (mpeduKcanus NOTeHIHala
Ha yposHe 0 MB, crymenuaras ¢ukcanus moTeHIua-
na B teuenue 750 mc Ha ypoBHe 100 MB, 3Hauenue
[Ca**], = 0.26 MkM); n1aHHBIE HOPMHPOBAHBI TaK, KakK
omnucaHo Beime. [Ipu 3TOM B KauecTBE MCXOAHBIX (He-
HOPMHPOBAHHBIX ) JIJAHHBIX HCIOJIb30BAHbBI BEPXHSS 3a-
MHUCh TOKA M3 BBILIEYINOMSIHYTONW 3KCIEPUMEHTATbHOM
paboter ([4], puc. 1, A) u Takas ke 3alUCh MOJEIb-
HOrO TOKa, Kak U Ha puc. 3, A (yka3aHO XUPHOU JH-
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A )
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P u c. 5. ConocraBnenne pe3yIsTaToB MOJCITHPOBAHNS KJIBIIMH3aBUCHMOTO XJIOPHOTO TOKA C JAHHBIMH SKCIIEPUMEHTAIBHBIX HCCIE0BaHN
[4, 8].

A — KOHLIEHTPALMOHHBIE 3aBUCUMOCTH IOJIy4YE€HHBIX COIVIACHO 3amucsaM puc. 4, 4 (Ha 750-if Mc mociie Hayasia CTYNEHbKU) CTALlHOHAPHBIX
3HAaYEHUH KHHETHIECKOH NepeMEHHON KalbIMHyIIpaBiieMON aKTHBALMKM MOJEIBHOIO TOKa 71, (II0Ka3aHO CIUIOMIHON JIMHUEH) M BEPOATHO-
CTel OTKPBITOTO COCTOSIHUS KaHaJla KalbI[H3aBUCHMOTO XJIOPHOTO TOKA B F€MaTOIUTaX (MMOKa3aHO KPYXKKaMH), 1o AaHHbIM Koymu n coaBT.
[8], 3aperucTpupoBaHHBIM B HCCIIEIOBAHUIX aKTHBHOCTH OJMHOYHBIX KaHAJIOB (IIKaja KOHIEHTpAIHUi 1o ocu abcrucce — jgorapupmude-
ckast). 5 — HOpMUPOBAaHHbIE CTATHYECKNE BOJIBT-aMIIEPHBIC XapaKTePUCTHKH MOJCIBHOTO TOKA (YKa3aHO CILIOMIHON JIMHUEH) U 3apeTHCTPH-
poBaHHOr0 XapTLEJIOM U COaBT. [4] KaIbIMH3aBUCUMOTO XJIOPHOTO TOKA Yepe3 KaHaJIbl aHOKTAMUHOBOTO CeMeicTBa (yKa3aHO KPYKKaMH),
MOJTy4eHHbIE C IPUMEHEHHEM OJMHAKOBBIX MPOTOKOJIOB CTYNEHYATOlN (PMKCAllMy MOTEHIMAa a. B — HOPMUPOBAHHBIE 3alTUCH BPEMEHHOTO
TEUCHHUSI MOJICIIFHOTO TOKA (yKa3aHO CIUIOUIHOM JIMHHUEN) U TOKa-MPOTOTHIIA, 3aPETUCTPUPOBAHHOTO B SKCIIEPUMEHTAX XapTIe/a U COaBT.
[4] (yxa3ano xpyxxamn). [lonpobHocTH, Kacaromuecs yCcaoBUN SKCIIEPUMEHTOB U IPOLEAYP HOPMUPOBAHHUS, IPUBEICHBI B TEKCTE.

P u c. 5. CoiBcraBiieHHs pe?)yHLTaTiB MOACIIFOBAHHA KaHLHiﬁSaJ’IC)KHOFO XJIOPHOTO CTPpYyMY 3 JaHHUMH CKCOECPHUMCEHTAJIbHUX IIOC.IIi,H)KeHL
(4, 8].

Hueit), Ho ans ykasanno# Beime [Ca®] = 0.26 MxM.
Kak mokassiBaeT cpaBHEHHE HOPMHUPOBAHHBIX I'padu-
KOB, NIPEACTABICHHBIX Ha pHUC. 5, B (yKa3aHO CIJIOII-
HOHM JUHUEH U KPY>KKaMH), MOACIBHBIN TOK IO CBOEMY
BPEMEHHOMY TEUEHMIO BeCcbMa OIU30K K TOKY-IPOTO-
THITY, HO HECKOJIBKO OIIEpekKaeT MOCIeAHUHN 0 BpeMe-
HU JOCTUXKEHHUsI CTAallMOHAPHOro ypoBHs. Takue coot-

HOMICHUSA KOJIWUYCCTBCHHO XapaKTEPU3YIOTCA BECbMa

432

Malloil BEJIMYMHON CpeIHEKBaIpPATUUECKOTO OTKIIOHE-
HHSI MOJIEIBbHBIX JJAHHBIX OT dKCIEPUMEHTAJIbHBIX Ha
NPOTSDKEHUU Bcero 750-MHUITMCEKYHIHOTO HHTEPBaa
cpaBueHus (0.00175) u Heckonbko OOJbIICH BEIUYH-
Hol 3TOoro mokazarens (0.0021) B mpenenax mepBBIX
350 mc mocne Hayanga CTyNEHbKHU (YyCPEAHEHNUE MO PaB-
HOOTCTOSIIMM TOYKAaM YKa3aHHBIX MHTEPBAJOB HPH
N =100).
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OBCY/XKJIEHUE

Pa3pabGoTanHas HAMU MOJENH MO3BOJISIET BOCIIPOHU3BO-
JUTH KaJIbLMI3aBUCUMBII XJIOPHBIM TOK C XapaKTepu-
CTHKaMH, KOTOPHIE COOTBETCTBYIOT OOHAPYXEHHBIM Y
TOKA TaKOTO THIa B HATyPHBIX DKCIEPUMEHTaX Ha re-
MaToOIUTaX M y TOKa 4epe3 KaHajibl, CHOOPMUPOBAHHBIC
OelkaMu aHOKTaMHUHOBOTO ceMeiicTBa (Anoctamin/
TMEM16) [4]. B gacTHOCTH, MOAETUPOBAHHBIN TOK
HUMeeT AMHaMu4deckue u crarudeckue BAX, BecbMa
OJIN3KHE K TAKOBBIM y IMPOTOTUIIOB. YKa3aHHBIH TOK
Tak)Xe JEeMOHCTPUPYET BBIPAKEHHOE CBOWHCTBO «Ha-
MPABICHHOTO HAPYXKY» (FIJIH «BBIXOSIIET0» ) BEITIPSM-
nenus (outward rectification), npucyuiee 3ToMy TOKY
Yy pa3HbIX peanbHbIX KieToK [4, 11]. JlanHOE CBOWCTBO
oTpaxxeno taxxe B BAX, npusenennsix Koynu u co-
aBT. [8]. IlpuMedaTeTbHBIMU OCOOCHHOCTSIMH TaKOTO
MOJICIBHOTO TOKa SBISIIOTCS YCHUJIGHHE BBIlICYKa3aH-
Horo > dexra BuINpaMIeHUS npu yBenudenun [Ca],
a Takke OOJbIINE OTHOUICHUS MpUpAIleHue TOKA/KOH-
LEHTpalus B JUana30He OTHOCUTEJbHO HHU3KHUX 3Ha-
uenuit [Ca’], (1o 1 MKM) 1Mo cpaBHEHHMIO C TaKOBBI-
MH B quama3zoHe 0oyiee BHICOKUX KOHI[EHTpAIHH. DTO
o3HadaeT 0ojiee BHICOKYIO YYBCTBUTEIBHOCTh TOKa K
OTHOCHTENbHO HebonbmuM oTkIoHeHHAM [Ca*] ot
6azanbHOrO ypoBHA. Ilom06HBEIE 3 (HEKTH B yCIOBU-
SIX TTOBBIIIEHUS BEJIMYUHBI [Caz*]l_Ha6n}oz[anI/ICL B psizie
JKCIEPUMEHTANbHBIX UCCIIEJIOBAHUN KaJblUH3aBUCH-
MBIX XJIOPHBIX KaHalOB (B 4YaCTHOCTH, CM. puc. 8, B
[18], puc. 1, F[19] u puc. 1, B [20]).

KiroueBbIM mpeamonokeHneM, Ha KOTOPOM OBIITO
OCHOBAHO MOCTPOCHUE HAllIeHd MOAENH, ABIACTCS BO3-
MOKHOCTb HaJW4Ms y KajJblUI3aBUCUMOTO XJOPHO-
ro TOKa JIByX HE3aBHCUMBIX KOMIOHEHTOB C OJAUHAKO-
BOW KMHETUKOHW KalbIUUyNpaBiIsieMOl aKTUBalUU, HO
C pPa3HBIMM KHHETHKAaMU MOTEHIIMAI3aBUCUMOUN aKTH-
BalUK — OBICTPOI M MEIJIEHHOW. DTO MPENNOI0KCHUE
0asupyeTcs Ha 3aKJIIOYEHUH, CASTaHHOM XapTLeJIOM
" coaBT. [4] mo pe3ynbTaraM dKCIEPUMEHTAIbHBIX HC-
ClleIOBaHMUH, U3 KOTOPBIX CJENOBaJ0 HalU4YUE y Ka-
HaJIOB aHOKTAMHUHOBOIO ceMeHCcTBa, MPOBOISILIMX
KaJIbIIM13aBUCUMBIN XJOPHBIM TOK, MHOXECTBEHHBIX
OTKPBITBIX COCTOSAHUH, pa3auyamOUuXcs N0 KUHETH-
Ke OTKpbIBaHMS U celeKTHUBHOCTH. OOmas a1 odenx
COCTABIISIIONMAX KUHETUYECKast QYHKIHS, ONMUCHIBAIO-
11as 3aBUCHUMOCTb aKkTuBaluu Toka ot [Ca’'], BriOpana
HaMH aHAJIOTUYHOH 10 BUAY U MapaMeTpaM ONUCaHHOMI
Koymu u coaBrt. [8] QyHKIIUH BEPOSITHOCTH OTKPBITO-
r'0 COCTOSTHUS KaHaJloB; 3Ta (PYHKIHS Oblia MOCTPOCHA
ABTOpPaMHU IO pe3yJbTaTaM dKCIEPUMEHTOB Ha OAUHOY-
HBIX KaHajJlaX ¢ MCIIOJIb30BaHUEM MerTona «inside-out
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patch clamp» B ycnmoBusx moaaepikaHus npuMeMOpaH-
Hoil koHmeHTtpanuu Ca*" Ha yposue 0.5 mxM. Takoi
BBIOOP KMHETHYECKON (QYHKIHH U 00CCIIEUIT SIBHYIO
01M30CTh €€ CTAllMOHAPHBIX 3HAYCHUU, ONMpeJeeH-
HBIX B YCJIIOBHUSAX CTyIEHYATOH (pUKCAIMU MOTECHI[MAA
MIPU TOM Ke BHYTPUKICTOYHON KOHIICHTPAIIMHU KaJIbIUS
(0.5 MmxM) (puc. 5, A). Bmecte ¢ TeM COOTBETCTBHUE
KUHETHUKHU MOTCHIMAI3aBUCUMON aKTUBAIIMU B HaIICH
MOJIeJIM TOKa TaKOBOH y MpoTOoTHIAa U3 TOH ke pado-
ThI, BBIMOJTHEHHOM Ha renaronurax [8], OblJI0 HE CTOJb
01u3KkuM (He HITICTpUpOBaHO). UTO e KacaeTcd
OJIM30CTH K COOTBETCTBYIOIIHNM JJAHHBIM, MTOJTy4YCHHBIM
JJIsL TOKa yepe3 aHOKTaMUHOBbIe KaHaubl [4], TO OHa
OKa3allach JOCTAaTOYHO CYNIECTBEHHOW (XOTS U C He-
CKOJIbKO OONBIIMM PacXxoXkIEeHUEM B Ipenenax OTHO-
CHTEJBbHO MaJlbIX WHTEPBAJIOB BPEMEHH MMOCJE Hadayia
cryneH4aToi Gukcanuu noreHuuana) (8). Ormeyen-
HBIE PACXOXKJICHHUS MOXHO OOBSICHUTBH B IEPBOM CiIydyae
cneuu UKol CBOWCTB KaHaJOB KaJlbIMI3aBUCUMOTO
XJIIOPHOTO TOKa, 3KCMEPECCUPYEMBIX B pa3HBIX KJET-
Kax. DTU KaHaJbl UCCIIEIOBAINCH B XapTIEIJIOM U CO-
aBT. [4] u Koymu u coaBT. [8] 1 moCnyXKuiu nepBOUC-
TOYHUKAMU JJIs pa3HbIX KOMIIOHEHTOB HAalLIel MOJEH.
Bo BTOpOM 3Xe cirydae (COMOCTaBICHHE C TOKOM Yepe3
AHOKTAaMUHOBBIE KaHAJIbl) pacXoXkaeHHe 00yCIOBIUBa-
J0Ch TEM, YTO MOTEHIIMAI3aBUCHMasi aKTUBAIIUH ITUX
KaHaJIOB XapaKTepus3yeTcs MOCTOSHHOW BpeMeHHU, SB-
NSI0IIEeHCcs He KOHCTAaHTOW (Kak B Halled MoJeinu), a
byHKIHEH TOTEHIIMAIa W/UIN KOHIEHTpaluu. B mob-
3y Takoro OOBSICHEHHUS TOBOPHUT M TOT (DAKT, YTO YIIO-
MSHYTO€ PACXOXKJEHUE MEXKAY MOJIEJIbHBIM U dKCIIepH-
MEHTAJIBHO 3apETUCTPUPOBAHHBIM TOKAMH B Ipelesiax
nepBbriX 350 Mc mociie Havalla cTylneH4yaTod (ukca-
WU ToTeHIuana (B) cylecTBEHHO YyMEHBIIAIoCh B
YCIOBUAX MOBTOPEHHUsS TEX XK€ pacyeToB IPU BABOE
0onbuiel, yem B HaTypHOM dKcnepumente, [Ca*] (0.5
BMecTo 0.26 MKM). DTH acneKThl MOXHO BBISICHUTH B
JNabHEHIUX MCCICAOBAHUIX HAIIEH MOJICITH, a cama
MOJIeJIb MOXKET OBITh COOTBETCTBYIOLIUM 00pa3oM yc-
JTOKHEHA.

ComnocTaBlieHHEe ¢ JaHHBIMM HEMHOTHX aHaJOTH4-
HBIX MOJICJIbHBIX HCCIIEJJOBAHUM IMOKa3aJi0 CIEayHo-
mee. Moaenu KaabUMH3aBUCUMBIX XJIOPHBIX TOKOB
OCHOBBIBAJIUCh Ha JAHHBIX KCIIEPUMEHTOB C KJIETKa-
MU pa3HbIX TUNoOB [11, 23-25] u oTpaxanu pa3znuy-
HbIE THIOTE3bl OTHOCHUTEIHLHO BOPOTHBIX MEXaHU3-
MOB y COOTBETCTBYIOIIMX KaHajoB. Tak, Hampumep,
Tour u coast. [24] nmpexanonaranu, 4TO OTKPHIBAHHE
KaHaJloB SBJIAETCA KaJbLUW3aBUCUMBIM, a 3aKpblBa-
HHE — MOTCHIMATYyBCTBUTEIbHBIM. Appeoia U co-
aBT. [25] cuWTanu, 4YTO aKTHUBALUs KaHAJOB COMps-
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)KEHHO 3aBMCHT OT 3HaueHuil kak MII, tak u [Ca®'].
DTO COMpsIKEHHE TaKOBO, UYTO MPU OTCYTCTBUH H3MeE-
nenuit [Ca*'] casuru MII HenoCTAaTOUHBI I aKTH-
BallMM KaHaja, 4yBCTBUTENbHOCTh KaHana k [Ca*],
MOBBIIIAETCS B YCJIOBHUSAX JAEMOJApU3ALUHU, a Bpe-
MCHHOM XOJ aKTHBAIIUH SIBISECTCS IBYXKOMIIOHCHT-
HBIM (OJMH KOMIIOHEHT MTHOBEHHBIH, a APYroil —
MPOJOJDKUTENbHBIN). Hanbonee OJM3KUM K Hamemy
SIBIISIETCSI OMHUCAaHUE XJOPHOTO TOKa, BKIIOYEHHOTO B
KOMIUJIEKCHYIO MOJIENIb dHAOTeNnanbHol kiaetku [10].
B yka3zaHHOU paboTe sl OMUCaHUs KHHETUKU TaHHO-
r0 TOKa MCIOJIF30BAINCH aHAJOTUIHBIC (PYHKIINH, TaK-
ke obecneynBaBIINEe CBOMCTBO HaNpaBIEHHOI'O Hapy-
Ky BeIpsimiieHus (outward rectification) ¢ HECKOJIBKO
O0OJNBIIMM 3HAYCHHEM KOHCTAHTHI MOJYaKTHBAIUH Y
MOTEHIIMAI3aBUCUMON KHHEeTHYeckol pynkiuu. [Ipu
9TOM OCHOBHBIE PA3JUYUs COCTOSIH B JTMHAMHYECKOM
MpeJACTABICHUHU MOCTOSHHON BpeMeHH (B Hamled Mo-
NN JaHHAs BEIMYMHA — KOHCTAHTA) U B CONPSIIKCH-
HOH 4yBCTBUTENbHOCTH K BenuuuHam [Ca’’] u MII
(B Hame#l Mogenu — 3To He3aBUCUMBIE GyHKUMM). [ns
CpaBHEHHS ABYX MOJEJEH B IUIaHE KadecTBa BOCIPO-
W3BEJIEHUSI CBOMCTB TOKOB-NMPOTOTUIIOB HEOOXOIUMBI
TanbHEHUIINEe UCCICIOBAHMS C MCIOIB30BAHUEM OJH-
HAaKOBBIX YCIOBUU U MIPOTOKOJIOB.

Oco0ObIii BOIpOC, KOTOPBIM TMOKa HE UMeeT o0Ie-
MPUHATOTO PEUICHUS, KacaeTCsl MOJIEKYJISIPHOU MPUpPO-
JbI KAHAJIOB, IPOBOASIINX KalbIIUH3aBUCUMBIE XJIOP-
Hble TOKH. B 0CcHOBY Hamieil Mojenu ObLIN MOJ0XKEHbI
IKCIIEpUMEHTAIbHbIE MaHHBIE O CBOMCTBAX TaKOTO
TOKa yepe3 KaHalbl, 00pa3oBaHHbIE O€JIKaMU CeMeii-
cTBa aHOKTaMHUHOB (Anoctamin/TMEMI16) [4]. Hexo-
TOpBIE KaHaAJbl TOTO ceMeiicTBa (B uacTHOCTH, Anol u
Ano2), KoTopble aKTHBUpPYIOTCA cMemenuamu [Ca*'],
[20] u pearupyroT Ha uzmenenus MII, mupoko pac-
MPOCTpPaHEHBI B OPTaHU3ME YEJIOBEKA U KUBOTHBIX. M3-
BECTHO, 4TO OeyloK, kogupyemblit TMEM 164, sBngetcs
OCHOBHBIM KOMIIOHCHTOM HATHUBHBIX KaJbIIUH3aBUCH-
MBIX XJOPHBIX KaHalioB. [22]. OgHAaKO B CBA3H C TEM,
YTO JAHHOE CEMEHCTBO OCIIKOB OBLIO OTKPBITO OTHOCH-
TEJIBbHO HelaBHO, PyHJaMEHTaJIbHbIE IIEKTPOPU3HO-
JOTUYECKHUE HCCIETOBAHUS, KOTOPHIC IMO3BOJHIN OBI
OJIHO3HAYHO ONpPEAEeIUTh 3aBUCUMOCTH KHHETHK Ka-
HAJIOB OT Pa3NIUYHBIX (PAKTOPOB M, COOTBETCTBEHHO,
HEMOCPEICTBEHHO BOIJOTUTh UX B MOJENIAX, IO CUX
MOop HE MPOBOJMUIKCH. DTO KacaeTcs W Hallel moje-
7Y, TOCTPOEHHOW C MCIOJIb30BAHUEM JTOCTYIHBIX TaH-
HBIX HEMHOTHX JKCIIepUMEHTalbHBIX padoT [8]. [Toka
HEJIb3sl OJJHO3HAYHO yTBEPXKIATh, YTO KaHAIbl KaJb-
OHUH3aBUCHMOTO XJIOPHOTO TOKA MPUHAIJIEKAT UMEHHO
K YIOMSHYTOMY CeMEHCTBY aHOKTaMHUHOB (Anoctamin/
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TMEM16), XO0T4 3TO U BBITJISSAUT BEPOSTHBIM.

B nenom jxe oka3zaloch, 4TO Halla MOJEJb Kallb-
[U3aBUCUMOTO TOKa, OyAy4YH B psiie aCIIEKTOB yIPO-
IMICHHOM, TOCTATOYHO OJM3KO BOCIPOM3BOAHUT CyIIe-
CTBEHHBIE YE€PThl TOKOB-IIPOTOTHUIIOB, BHIABICHHBIEC B
SKCTIEpUMEHTAIbHBIX HccienoBanusix. Mcmonb3oBan-
HbIC B Halllell MOJACIbHOU paboTe MPOTOKOJBI BHIUUC-
JUTEIBHOTO SKCIIEPUMEHTA U MPEJIOKEHHBIN HAMU HO-
BBIM THUI XapakTepucTUK — MAX TOoKa — MOTYT OBITh
MOJIE3HBIMHU, CMOCOOCTBYS HATISJTHOMY TpEJCTaB-
JIEHUI0 KOHLEHTPAlMOHHO3aBUCHUMBIX CBOWCTB MEM-
OpaHHBIX NMPOBOAMMOCTEH. DTH CBOHCTBA SIBISIOTCS
NpEeIMETOM HE TOJBbKO TEOPETHUECKUX, HO U 3KCIIE-
PUMEHTANbHBIX UCCIICIOBAHUMN, B 4aCTHOCTH Onaroja-
psi pa3paboTKe METONOB (PUKCAIUU BHYTPHKICTOTHOM
KOHIIEHTPAIlMU MOHOB B KMBBIX KJIeTKax [26—28].

ABtops! Hactosteit padorsl — C. M. Koporox n A. B. Ko-
YE€HOB — MOATBEPKAAKOT, YTO Yy HUX HET KOHq)J'[l/IKTa HHTEPECOB.

C. M. Kopozoo', A. B. Kouenog'

MATEMATHYHA MOJEJIb KAJIbLIM3AJIEXHO-
'O XJIOPHOI'O CTPYMYVY B IVIAJIEHBKOM’ I30BIid
KJIITHUHI

"MikHapoIHHUIl IEHTP MOJEKYIsIpHOT (iziomorii
(Auinpomnerposcrke Bigminenns) HAH Vkpainu (Ykpaina).

PeszwomMme

I3 3acTocyBanusM ¢opmanizmy Xomkkina—Xakcii po3poobie-
HO MaTeMaTHYHY MOJEIb KalbLii3a1eKHOTO XJIOPHOTO CTPYMY,
OCHOBaHY Ha ONMyOJiKOBAHUX €KCIIEPUMEHTAIbHUX AaHUX II0J0
KIHETHKHM TaKOTO CTPyMy B KJIITHHAxX pi3Hux TUniB. OTpumani
pe3ynbTaTu NpU3HAYEHI IS TOAJIbIIOI0 BUKOPUCTAHHS B MOJIe-
11 TIaJleHbKOM 430B01 KIITHHH AETPY30pa CE4OBOTO MiXypa, 110
3apa3 po3pobisieTbess. OcoONMUBICTh MOACIBOBAHOTO CTPYMY —
HAasBHICTbH JBOX KOMIIOHEHTIB i3 3arajJbHOI0 KiHETHKOIO KaJlb-
mii3anexHol akTuBanii Ta pi3HUMH (LIIBUIKOIO Ta MOBIIBHOIO)
KiHeTHKaMH MOTeHIia3alexHol akTuBalii. B o04ucioBanibHuX
€KCHEePUMEHTaX, BUKOHAHUX i3 3aCTOCYBAaHHSAM IPOTOKOIY CTY-
ninyacTtol ¢ikcanii moreHiiany abo BHYTPIIIHbOKIITHHHOT KOH-
uentpanii kaneniro ([Ca’]), oTpuMani cTaTH4Hi Ta AMHAMIYHI
3JIe)KHOCTI BEIMYMHHU CTPYMY BiJ MEeMOpPaHHOTO MOTEHIlialy
ta [Ca*], — BonmbT- Ta MoIb-amIepHi XapakrepucTuku (BAX i
MAX BIAMOBITHO), @ TAKOXK aHATOTIYHI 3aJIE)KHOCTI KiHETHY-
HUX 3MIHHHMX KaJbILiii- i mOTeHIian3aneXHol aKkTUBaLil CTPyMYy.
OTpuMaHi XapaKTePUCTUKH JIOCIHIIJKYBAHOTO CTPYMY BUSBUIIM-
cs OJIM3BKMMHM JI0 TaKMX y CTPYyMiB-pOTOTHIIB. st cTpymy
Oynu xapakTepHi HaCTYIHI OCHOBHI BJIACTHBOCTI: «CIpPsIMOBa-
He Ha30BHI» («BuUXigHe») Bunpsvienus (outward rectification),
nocuieHHs eeKTy BUNPSAMIICHHS 31 301IbIICHHAM KOHLEHTpA-
uii [Ca®'], Ta 6inpm BHcOKa 4yTnuBicTh g0 Biaxunens [Ca®'],
Bia 6a3zanbHOTO piBHs B Jiama3oHi g0 | MKM mopiBHSIHO 3 Ta-
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MATEMATUYECKA S MOJIEJIb KAJIBLIMM3ABUCHUMOI'O XJIOPHOI'O TOKA

KOIO B Jliana30Hi 3HAYHIMNX KOHIIEHTpaLiil (110 3HaliI0 nposs
y OiIBIIKX BiJHOMICHHAX MPUPOLICHHS CTPYMY/KOHIEHTPAIIiA).
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