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B paMkax 3JeKTpOHHO-KOH(QOPMAIMOHHOW MOJENN H3Y4EeHO BJIHMSHUE TEeMIepaTypbl Ha (QYHKIHO-
HUpPOBAaHHE PUAHOAMHOBOIO perentopa cepaeyHol kiueTrku. IlokazaHo, 4To mpocras 31EKTPOHHO-
KOH(GOpPMAaIMOHHAS MOJENb C YYETOM appPEHHYCOBCKOTO XapaKTepa TeMIIepaTypHOW 3aBHCHMOCTH
«BHYTPEHHEH» M «BHEIIHEH» BSA3KOCTH, a TaKXe CIEHU(PUUYECKON «TEpPMOYYBCTBHTEIBHOCTH» TYH-
HEJIBHOTO NepexojJia «OTKPBITHE <> 3aKpBITHE» CIIOCOOHA JaTh HE TOJBKO KadyecTBEHHOE, HO W
KOJIMYECTBEHHOE OMMCAHUE TEMIEPaTypPHBIX 3(P()EKTOB ISl N30IUPOBAHHBIX PHAHOIMHOBBIX KaHAJOB.
Wnmoctpanus BO3MOXKHOCTEH MOJIENU JaHA Ha MpUMepe 00bsICHEHHSI U3BECTHBIX AKCIEPUMEHTabHbIX
JIAHHBIX HMCCIENOBAaHMS TeMIIepaTypHbIX 3(G(GEKTOB JUIS H30JUPOBAHHBIX PHUAHOJIMHOBBIX KaHAIIOB
cepneunoit kierkm oBubI (R. Sitsapesan et al., J. Physiol., 434, 469 (1991)).

Knrouesvie cnosa: puanoounogulii peyenmop, memnepamypa, 21eKmpOHHO-KOHGOPMAYUOHHASL MOOeNb,

mamemamudeckoe Modeﬂupoeaﬂue.

CokparnieHrue cepledyHON MBIMIB 0YEHb TYB-
CTBUTEIbHO K U3MEHEHUIO TemmepaTyphl. Tak, ru-
MOTEPMHUSI YBEIUYMBACT AMIUIUTYAbBl BHYTPHKJIE-
TOYHOW KOHIICHTPAUMU KaJdbLUS W COKpaIleHUs
CEepACYHOM MBIIMIIbI, a TAKXKE IJIUTEIBHOCTh IO-
TeHIuana nercreus [1]. DkcnepuMeHTaIbHBIE pa-
0OTHl TO W3YYCHUIO BIUSHUSA TEMIIEpaTyphl Ha
KalblueBble KaHanbel L-tuna [2-4], HaTpuii-kaigb-
[UEBBIH OOMEHHUK [5] M pHaHOIMHOBBIN peELEenTOop
(RyR) cepneuHoil kierku [6] mOKa3bIBalOT, UTO
ONTHOHM W3 TIIABHBIX MPUYHUH 3aBUCHMOCTH PabOTHI
CEepACYHOM MBINILIBI OT TEMIEPaTyphl SIBISIOTCS
W3MEHEHUs B (YHKIMOHHUPOBAHWHM WOHHBIX KaHa-
JIOB KapJaUOMHUOITUTA.

OCHOBHOI XapaKTEPUCTUKON OMMCAHUS TEM-
MepaTypHON YYBCTBUTENBHOCTH SIBISIETCS TEMIIe-
paTypHblii K03 dunueHt Q| , paBHbIHA OTHOCHTEINb-
HOMY H3MEHEHHUIO aMIUIUTYAbl TOW HJIM MHOH Be-
JUYUHBI PU yBenudeHuu Temmepatypsl Ha 10°C.
Jlns G0NbIIMHCTBA MOHHBIX KaHAIOB Q) MEHAETCS
B IIpeAenax OT ABYX n0 msATH. M ckimiodeHume co-
CTaBIISIET CEMEUCTBO T€PMOYYBCTBUTENbHBIX TRP-

Coxpamenns: RyR — puanoauaoBsIil penentop, DK-monens —
JJIEKTPOHHO-KOHpOopManmonHas moaens, KII — xonpopmanu-
OHHBIM moTeHuuan, CP — capkomia3MaTHUeCKUi PETHKYIYM.

KaHajoB [7], KOTOpblE HAXOJATCS B CEHCOPHBIX HEp-
Bax M OOECIeYNBaIOT YyBCTBUTEIBHOCTh K TEMIIE-
patype, Q,, g HUX Bapeupyerca ot 2 go 100 [8].
B nannoit paboTe MBI MOAPOOHO OCTaHOBHUMCS
Ha MOJENNPOBAaHUU TeMIepaTypHbIX 3P PeKToB mis
nura’a-akTuBupyembix RyR-kanamoB. OToT ca-
MBI OOJNBIION W3 W3BECTHBIX MOHHBIX KaHAJIOB C
MOJIEKYJIApHOH Maccoii Gosiee 2 MJla [9] urpaer
LEHTPAJIbHYIO POJIb BO BHYTPUKJIETOYHOMN Kallb-
[IMEeBO AMHAMHUKE KapAMOMHOLHNTOB, HApyIIEHHE
ero (yHKIMOHUPOBAaHUS NMPHUBOAUT K OCTPOIl cep-
JIeYHON HemOoCTaTOYHOCTH M aputmusam [10].
OKCIIepUMEHTHl Ha HU30JHpOBaHHBIX RyR-ka-
Hajgax CepACYHON KJIETKH OBIHI [6] MOKa3kIBAIOT,
gto oxnaxaenue ¢ 23 mgo 5°C mpuUBOIUT K Kade-
CTBEHHOMY M3MEHEHMIO XapaKTepa TOKOBBIX (IIyK-
Tyalluil C YBEIHYEHHEM BEpPOSTHOCTH OTKPBITHUSA
KaHaja POpen (Qp = 2,5 3a cyer yBeNMYCHHUS
CpenHero BpeMeHu NpeObIBaHUS KaHaja B OTKpPHI-
TOM COCTOSIHMH <[,,..> (Q9 = 5,7 npu nouru
HEM3MEHHOM CpeIHEM BpPEMEHH MpeObIBaHUS Ka-
Haja B 3aKPBITOM COCTOSHMHM <f  .> (Qn = 1,1).
C Touku 3peHus QU3MKH KOHIEHCHPOBAHHOTO CO-
CTOAHHUS OCTAaeTCs HEMOHSATHBIM, KaK HEOOJbIIoe
W3MEeHeHne abCoNMOTHON TemIepaTypsl B 3% MpH-
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BOAUT K MHOTOKpPAaTHBIM H3MCHCHUSAM B AKTHBHO-
CTH HMOHHOI'O KaHaja.

B manHO# paboTe MBI MOKa3blBaeM, 4TO Mpe-
JIOKEHHAsi paHee 3JeKTPOHHO-KOH(QOpMalUOHHas
moaenb RyR-kanamos [11-13] ycmemHo Bocmpo-
W3BOJUT HaOII0/aeMble B JKCHEPUMEHTAaX TEMIIe-
patypHble 3(QeKTsl H, B OTIMYHE OT YHCTO (e-
HOMEHOJOTHYEeCKUX Mmojaeneh [8,14,15], mo3Boiser
BCKPBITh MOJIEKYJISIpHBIE MEXaHU3MBbI (hOPMHUpOBa-
HUSI 0COOBIX TeMIlepaTypHBIX cBoicTB. IlpenBapu-
TeIbHBIE pe3ynbTaThl paboThl ONMYOIMKOBAHBI B
KpaTKoM cooOuieHuun [16].

SJIEKTPOHHO-KOH®OPMAITMOHHA S
MOJIEJIb

RyR-xaHan siBAsieTCsl TUTAHTCKUM MaKpoMoJie-
kynsapabiM Oenkom (30 X 30 HM), cocTOSIINM H3
YeThIpeX HACHTUYHBIX MOJUINENTHAHBIX ILeneil c
MoJiekynsapHoil maccoit 565 kJla [17]. Kak u Bce
WOHHBIE KaHAJIBI, OH UMEET OIPOMHOE YUCIO BHYT-
PEHHHUX 3JIEKTPOHHBIX M KOH(POPMALMOHHBIX CTe-
nene ceo6oael. TpaguIMOHHBIM MOJAX0IOM K MO-
JIEIMPOBAHUIO CTOXacTudeckod auHaMuku RyR-
KaHAJIOB SBIISIOTCS arperupoBaHHbIE MapKOBCKHE
cxembl (aggregated Markov chains) [18], koToprie
(aKTUYECKH SIBISIOTCS 0000I1IeHnEeM mpocTeiien
MOJENN «ABIPKa B CT€HE» C HAOOPOM pasTUUHBIX
(OTKPBITBIX M 3aKPBITBIX) COCTOSHHUH, OMHCBIBaE-
MBIX B paMKax Teopuu MapkoBckux nemnei. Ko-
JINYECTBO AKTHUBHBIX COCTOSHUN KakIOro Kiacca
non0upaercs, OCHOBBIBAasICb Ha METOJE MAaKCH-
MaJIbHOTO mpaBaomnomoOus (cM., Hampumep, [19]).

OueBHAHO, YTO ITH MOJIENH, HECMOTPS Ha HX
MOMYJISPHOCTh, BPSAJ JIU MOTYT MPETeHJ0BaTh Ha
aJeKBaTHOE ONHUCaHWE MEXaHHU3MOB (OPMHUPOBa-
HUS CHenuu(UUecKuX CBOWCTB W NMOHUMaHUSA NpH-
ponsl ¢pyHKIMOHHpOBaHUS RyR-kanamos.

B pa6otax [11-13] Ha ocHOBe 000OIICHUS TITH-
POKO H3BECTHOM TeOpUH (HOTOMHIYHHMPOBAHHBIX
¢da3oBbix mepexoaoB [20,21] ObuIa mpemaoxkeHa U
pa3BHTa dJIEKTPpOHHO-KOHPOopManuoHHas (OK) mMo-
nenb oguHouyHoro RyR-kaHana u xiacrepa RyR-
KaHaJlloB, CIOCOOHAs OMHCcaTh BaKHEHIINE 0coOeH-
HOCTH IOBEAECHMS HM30JHPOBAHHBIX M B3aWMOJAEH-
cTBylominx RyR-xananoB B pabouyux KapImoMuo-
OHTaxX U KJIETKaxX BOIWUTENS pUTMa. B ocHOBe Npo-
creiimet OK-mozenu INeXUT HOpEACTaBICHUE O
RyR-kaHane Kak 0 HEKOW «pE3UHOBOI» TPyOKe ¢
MEepEeMEHHBIM CEeUeHHEM, OIpeAenseMbiM KoH)Oop-
MalUMOHHON KOOpAUHATOU O, U JErKOH «3JIEKTPOH-
HOW KpBILIKOI», MepeKIoyaeMoil CBA3bIBaHUEM/OT-
coearHeHueM HOHOB ¢ RyR-kaHamoMm. «DyeKTpoH-
Has KpBIIIKa» CBs3aHAa C KOH(GOPMALUOHHOH KO-
opAuHATOW M paboTaer Kak TPUITEp I CTUMY-
JNALUU €€ U3MEHEHMs, COOTBETCTBEHHO W3MEHEHUs
npoBoauMoctu RyR-kanana. Jlpyrumu cioBamu,
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Puc. 1. Kondopmannonnsiii nmorennuan RyR-kxanana
B OK monenu mpu h = A = 0 (amaGatuyeckuil mo-
TEHLHaN) ¢ Tria00albHBIM MHUHUMYMOM B 3aKpPBITOM
cocrossann. CTpOYHBIE OYKBHI «0», «C» 0003HAYAIOT
JJIEKTPOHHO-OTKPBITOC U 3aKPBITOE COCTOSIHUSI COOT-
BETCTBEHHO, MPONUCHBIE OYKBBI «O», «C» 0003HaYa0T
KOH(POPMAIHOHHO-OTKPBITOE U 3aKPHITOC COCTOSHHS,
cooTBeTCTBeHHO. OF_, O0F, — MOTEHIHANbHbIC Gapbephl
IUISL 3aKPBITOTO M OTKPBITOI'O COCTOSHUH COOTBETCT-
BEHHO. BepTUKanbHBIMH CTpelnKaMH 00O3HAaYEHBI
(paHK-KOHJOHOBCKHE 3JEKTPOHHBIE TEPEXOIbl, TOPHU-
30HTaJbHBIMH — TYHHEJbHBIC IEPEeXOJAbl, HAaKIOHHBI-
MU — KOHpOpMaIMOHHASI AMHAMUKA.

B DK-Mo/enu orpoMHOe YMCIIO CcTerneHeld CBOOO Ik
RyR-kaHana cBoguTcs K IBYM — OBICTPOU U MeJ-
JICHHOW, YCIOBHO HAa3BaHHBIX COOTBETCTBEHHO
JNEKTPOHHOW W KoH(opmammoHHOU. B mpocreii-
oIeM BAapHAaHTE MOJEIH MPEAnojaraercs CyLecT-
BOBAHHUE TOJBKO JBYX 3JEKTPOHHBIX COCTOSIHUH
KaHajla: «OTKPBITOTO0» M «3aKPBITOTO», a €IUHCT-
BeHHasi KoH(popManmoHHass KoopawHaTa () CUHTA-
ercsl Kiaccuueckoi mepemeHHoi. Ha puc. 1 npen-
craBineHa monenb RyR-kanama ¢ Habopom xapax-
TEPHBIX COCTOSIHUM cucreMmbl. M3MeHeHue 3iek-
TPOHHOTO W KOH(GOPMAIMOHHOTO COCTOSHHH pe-
TyIUpyeT OCHOBHYIO ¢yHKnuio RyR-kananos, omn-
penensier, OTKPBIT JIM KaHall U CIOCOOEH JIM Mpo-
nyckath moHbl Ca?*. KoHpopManuoHnHas Koopau-
HaTa Q ompenenser «cedeHue» RyR-kanana, wiu,
TOYHEE, NPOBOJUMOCTh KaHaja, B TO BpeMs Kak
DJIEKTPOHHAS CTENEHb CBOOOJBI OMpPENENsIeT Ipe-
ObIBaHHE €0 B OTKPBITOM HJIM 3aKPBITOM COCTOS-
Huu. [1otox nonos CaZ* yepe3 OJAMHOYHBIN KaHal
omnpenensercs GopMyIoii:

Jryr(Q) =k gD(Q)(Caysp — Cagg), (1)

rae k., — KOHCTaHTa CKOPOCTH IOTOKa BBICBOOO-
XKIaeHnus, a (yHKIHOHAIbHAas 3aBHCUMOCTH D(Q)
CBsI3aHA CO CTENEHBI0 OTKPBHITOCTH KaHana. Hmke
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MBI TpeNIojiaraeM CTENEeHHYI0 3aBUCHMOCTh OT
KOH()OpPMAMOHHONW KOOPAMHATHI:

D(Q) = Dy0", 2

npu Q@ > 0 u D(Q <£0) = 0.

[IpuHuunuaapHO HOBBIM diaeMeHToM OK-mo-

JIEITH SIBJISIETCS «IHEPTETHIECKUN» OIXO0/I, T.€. BBE-

JICHUE SHEPIUU KaK Ba)XHEHIIed XapaKTEpUCTUKHU

cocrossanss RyR-kanama. B mpocreiimem sddex-

THBHOM TaMUJIbTOHHAHE — OIEpaToOpe JSHEPTUH
onuHouyHoro RyR-kxanana

2

A A K
ﬁ= —Asz—hsx—pQ+T

vagh, ©®
rae s, s, — matpuubl [laynu, mepseie nBa cna-
raeMbIX OMUCHIBAIOT YHCTO JIEKTPOHHBIC YPPEKTHI:
MepBOe cjaraeMoe ONHUCBIBA€T Pa3HUIy SHEpPruit
9NEKTPOHHBIX COCTOSHHI A, BTOpO€ OIHCHIBAET
KBaHTOBBIE 3(PPEKTH TIepexoa MEeX Iy ABYMS dJIeK-
TPOHHBIMU cocTOsiHUAMHU. Crexyrommue aBa clia-
raeMblX — JUHEHHBIA WM KBAaJpaTUYHBIA BKJAaJbl B
YIpPYTyIO SHEpPTHUIO0 KaHaja, MpUYeM JUHEeHHoe cla-
raeMoe opMaabHO COOTBETCTBYET PHEPTrUU BHEUI-
HUX BO3JEHCTBHI, OMUCHIBAEMBIX «3(()EKTUBHBIM
naieHueM» p, K — apdekTuBHas MOCTOSTHHAS YII-
pyroctu kaHana. Ilocnennee ciaraemoe OmuChIBaeT
AIEKTPOHHO-KOH(GOPMAIIMOHHBIE B3aUMOIEHCTBUS
C KOHCTaHTOH B3ammoieicTBus a. [Ipu BeIOOpE
0e3pa3MepHON KOHPOPMAITMOHHON KOOpAUHATEI Q
Bce mapameTpol A, h, p, K, a uMeIOT pa3MepHOCTh
SHEprUu.

JIBa COOCTBEHHBIX 3HAUYEHHS TaMHJILTOHHAHA
OTpENeNsIOT JIBe BETBU aquadaTudeckoro KoHdop-
ManuoHHOTo moTeHruaia (KII)

B0 = XL po s Na—agpiw @

U TP OTIPEJENCHHBIX YCIOBUSAX — MOSBIICHHE OmC-
TaOUIBHOCTH, T.e. ABYX MHHHMYMOB KOH(pOpMa-
[MHOHHOTO IOTEHI[MAalla, PACIOJOKEHHBIX CleBa U
crpaBa OoT ToukMu nepecedeHust BerBed KII u cBs-
3BIBAEMBIX C 3aKPBITBIM M OTKPBITHIM COCTOSIHUSMHU
KaHalla COOTBETCTBEHHO. HWke IS MpOCTOTHI MBI
paccmatpuBaeMm «auabarudeckuii» KII, monaras h
= 0 (puc. 1).

K coxanenuro, B Hacrosmee BpeMs MBI HeE
pacrojiaraéM HU SKCIEPUMEHTAIbHBIMU JTaHHBIMH,
HU JaHHBIMM MHKPOCKOMHUYECKHX Pac4yeToB, KOTO-
pele naBaiau OBl HE3aBUCHUMYIO JIOCTOBEPHYIO HWH-
dbopmManu OTHOCHUTENbHO mapamerpoB JK-mome-
JIX ¥ BX 3aBUCUMOCTH OT BHEIIHHX (PAKTOPOB THIA
JIOMEHAJbHOUW KOHIIEHTpalUuu Kalblus. B 3Toi
cutyanuu paboTocnocoOHOCTh MOJENH JOKa3bIBa-
€TCSI BO3MOYKHOCTBIO OIMMCAHUS KaK MOXKHO 0O0JIb-

MOCKBHWH wu np.

nero Habopa SKCIEpUMEHTANBHBIX NaHHBIX IPH
MUHHMMAaJIbHOM INIPOM3BOJIE B BHIOOPE IapaMeTpoOB.

Junamuka RyR-kananma Bkimouaer ObICTpBIC
(«(hpaHK-KOHIOHOBCKHE») IICKTPOHHBIE MEPEXO0IbI
Mexay BerBimu KII, unymue 6e3 n3MeHEHUS KOH-
(hopManMOHHON KOOPIWHATHI, KIACCUYECKYI0 KOH-
(hopMaMOHHYIO TUHAMUKY, a TAKXKe KIaCCHIECKUe
TEPMOAKTUBUPYEMBIE U KBAaHTOBbIE TYHHEIbHBIE
pE30HAHCHBIE «He-()paHK-KOHIOHOBCKHE» TIepe-
XOJBI.

OcobOennocteio DK-Monenu sBaSETCS BajKHas
pPOJb KBAaHTOBBIX 3Q(PEKTOB, B YACTHOCTH TYHHEIb-
HBIX MEPEX0JI0B, BOJIMU3U TOYKHU IMEPECEUCHUS BET-
Bell KOH(OPMAIMOHHOTO IOTEHIMala, T.C. BBIPO-
JKIEHUS WM KBa3UBBIpOXIeHUs. [Ipu 3ToM TyH-
HENbHbIE MEpPEeXoJbl HE COMPOBOXAAIOTCA 3aMET-
HBIM H3MEHEHHeM KOH()OpMammOHHOW KOOpAWHA-
THl. BepOoATHOCTH TYHHENBHOTO IEpeXo/ia MpH yaa-
JeHuu OT Touku nepeceueHus BerBed KII, T.e.
rmepexosia ¢ CyIIECTBEHHBIM H3MEHEHHEM KOHGOp-
MallMOHHON KOOPAMHATHI, CTAHOBHUTCS TpeHeOpe-
KUMO MaJod. DKCHEpUMEHTANBHBIX JaHHBIX 00
OJHO3HAYHOM OOHApYKEHWU TYHHEIbHBIX 3ddek-
ToB B RyR-KkaHanax Ha ceroiHs HeET, OJIHAKO Cy-
LIIeCTBOBAHUE TYHHEIHUPOBAHUSA B TAKUX CTPYKTY-
pax, kak OenkoBas rio0yna, 3KCIEPUMEHTAIbHO
YCTaHOBJIEHO. MBI MPEANOJI0KUIU, YTO PE30HAHC-
HO€ KBAaHTOBOE TYHHEITUPOBAHUE MEXAY ABYMS BET-
BSIMU KOH(GOPMAIIMOHHOTO MOTEHIHAala UMEeT Me-
CTO C BEPOSATHOCTHIO, MOTYUHSIONEHCA 2P PEeKTUB-
HOMY 3akoHy ['amoBa:

P, = P ALQYAEQD), (5)

rae L(Q) = AQ, — mupuna, a AE(Q) — BwIcOTa
SHEPTETUYECKOTo Oapbhepa, WM Pa3HOCTh dHEPTUH
TOYKW TYHHEIHPOBAHUSA U TOYKH MEPECEUCHHS BET-
e KII (cm. puc. 1), Py u A — KOHCTaHTBHI.

BiaumopeiictBue monoB Ca?* ¢ aKkTHBHBIMH
neHtpamu RyR-kaHana mpenmonaraer pe3oHaHC-
HBIM XapakTep JJIEKTPOHHBIX IEPEXOJ0B MEXAY
BerBsimu KII, Tax 94TO BEpOSTHOCTH Mepexoja MoO-
kKeT OBITh alnnmpOKCUMUPOBAHA JIOPCHIIMAHOM:

5 (6)

PaealB8) = haagr xRy
+

rie E — sneprust moHos Ca’* (TCa2+:k£ - 5¢-
B

(extuBHas «remmeparypa» uonos Ca?*), A, =
|E, — E_| — sHeprus >IeKTPOHHOTO BO30YXACHUS
(pa3HOCTh DPHEpPrUi NBYX BeTBell KOH(pOpPMAaIHOH-
HOTO MOTEHIMaNa), & — MOJYIIUPHHA PE30HaHC-
HOTO IIHKa, }\’electr = Pres = Pelectr E = A -
aMIUTMTY/a BEPOSTHOCTH, 3aBHCHT OT KOHIIEHTpa-

uun uonoB Cat B IMaHOM HPOCTPAHCTBE.
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B nacrosimiee BpeMs HET JOCTATOYHO SICHOTO
MOHUMAaHUS MEXaHHU3Ma perysiluu JIOKaJIbHOU
KaJIbIUEBOW CUTHAIU3aLMU B CEPAEYHOMN KIETKE,
B YaCTHOCTH, OTHOCHUTEIBbHON pOJM HOHOB Kallb-
W, TPOHHUKAIONMX B JHAaAHOE MPOCTPAHCTBO
CKBO3b capkoiemMmy 4epe3 Kananel L-tuma (Cagg)
n uepe3 RyR-kaHanbel U3 capkoInia3MaTHYe€CKOrO
perukynyma (CP), a TakXe poju JIOMEHAIbHOTO
kanenus (Ca; SR) B oTiuume OT YHUCTOrO «dJIEK-
TPOHHOTO» BIHAHHS Cagg BIMAHHME JOCTATOYHO
MeUIeHHOTO H3MeHeHHs Cajgp Ha MPOLECcC aKTH-
Bauuu RyR-kananos MOKHO paccMaTpHuBaTh Kak
YUCTO «MEXaHHYeCcKoe», depe3 KOH(POpPMaIuoHHOE
JlaBjieHUe, neicTBytouiee Ha kaHaiwel [11-13]. Ila-
pamMerp 3 PEKTUBHOTO MaBICHHUS p MOXKHO CUHTATh
¢byHKIIHEH Cajgg THmA KpUBOH Xujia:

Cdliy 7
a | (7

p=2 o,
CaSR+KCal

rae K¢, — snauenue Caggg, npu KOTOPOM p = 0,
n — mapamerp, onpeuen;nompm CTETNeHb HeNWHeH-
HOCTH CBsi3M p W KoHuentpauuu Ca’* B JIOMEHE.
Ns3menenue nmapamerpa p B npegenax (—1;1) mpu-
BOJUT K PaJMKAJIbHOMY U3MEHEHHUIO «IHEPIEeTUKU»
RyR-kananoB u kmoueBomy sddexkty DK-mome-
W — CMEeHEe CTa0MIBHOTO OCHOBHOTO COCTOSHHS C
3akpeIToro Ha oTkpeiToe: cC — 00. B nenom
npoluecc OTKpbITUA—3aKkpbiTusad RyR-kanana B pam-
kax OK-monenu npoucxoouT Mo clueayruiel cxeme
(cMm. puc. 1).

1. ¢cC — oC: DnekTpOHHBIN Mepexo] C «dJeK-
TPOHHO-3aKPBITONH» Ha «3IEKTPOHHO-OTKPBITYIO»
BeTBp KII.

2. oC — 00: KondopmanmoHHas pelmaxkcamus,
T.€. IBM)KCHUE K MUHUMYMY 3JIEKTPOHHO-OTKPBITOU
BeTBu KII. Kanan moer ABUraThcsi Kak amnepuo-
IWYHO, TaK M COBepIIas 3aTyXalomue KoJieOaHus
OKOJI0O MMHHMYyMa BETBU B 3aBUCHUMOCTH OT BEJIHU-

YUHBl IapaMeTrpa BHYTpeHHero tpeHus I

3. 00* — cO**: TyHHeNnbHbIH Iepexo] Ha
«3IEKTPOHHO-3aKpPBITYI0» BeTBb KII.

4. cO** — cO: Kondopmanmonnas penakca-
OUsi K MHMHHUMYMY D3JIEKTPOHHO-3aKPBITOW BETBU
KII.

Kakx mokxazano B paborax [11-13,22-26], OK-
MOJIeNIb CIIOCOOHA ONHCAaTh KIKYEBBIE OCOOEHHO-
cTh (PYHKIIMOHHPOBAaHUSA Kak oAMHOYHOTO RyR,
Tak © RyR-kiactepoB B KalbIIUIBBHICBOOOXIAI0-
mux enuHUNIAX. [Ipenpiaynme Moaenu KaabIueBoi
IUHAMUKY HE JaBaJid aJeKBAaTHOTO OMUCAHUSA IMPO-
11eCCOB OTKPHITUs/3aKkpbiTus RyR -kananos B Ca?*-
BBICBOOOXMaromux enuuunax [27]. WHTerpuposa-
Hue OK-teopum ¢ynkumonupoBanusi RyR-xana-
JIOB B MOJENb KaJblIUEBON NUHAMUKU B CEPACUHBIX
KJIETKaX TO3BOJIIIIO Ha CyOMOJIEKYIIPHOM YpPOBHE
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HCCIEN0BATh MPOLIECCHl aBTOPUTMHUYECKOTO U CTHU-
MYJIHPOBAHHOTO CO CTOPOHBI MeMOpaHBI BBICBO-
o6oxnenust kanpius u3 CP. B wacrHocru, ObLIO
MMOKa3aHO, YTO HM3MEHEHHE IapaMeTPOB UYBCTBU-
TenbHOCTM RyR-kKaHanoB K HM3MEHEHUSM KOHIEH-
tpauuu Ca?t xak B mowmene CP, Tak ¥ B AHagHOM
MPOCTPAaHCTBE MO3BOJISIET BapbUPOBATH B JIOCTa-
TOYHO IIMPOKOM JAUAINa30HEe YacTOTYy TeHepaluu
MOTEeHIMalla NEeUCTBUS B KJETKaX BOJUTENS cep-
JleyHoro putMa [26].

KOH®OPMALIMOHHAS JTUHAMUKA

U TEMITEPATYPHBIE DOOEKTBl

B DJIEKTPOHHO-KOH®OPMAIIMOHHOI
MOJIEJIN

Kondopmanuonnas aunamuka B OK-monenu
omuchIBaeTcs ypaBHeHHeM JlaH)keBeHa:

) ®)
aQE . (Q)-TQ +F(),

rae M — sddextuBHas mMacca (B gajapHelmeM M =
1), mepBoe ciaraemoe B IpaBOM YacTH ONHCHIBAET
00600mennyto cury, I' — mapamerp a¢dekTuBHOM
KOH()OPMAIMOHHON «BA3KOCTH» (KOH(GOPMAIMOH-
Hoe TpeHue), F(t) — cuna ciaydalHbIX «TemIiepa-
TYpHBIX» GIyKTyanuit (rayccos myMm) [28], mpuuem
K@) =

MQ= -

F(OF() = 2ykgTS(t - 1), )

rie 2ykgT — cnekTpaibHas INIOTHOCTh (QIIyKTYyaIuii
(B otnimume oT paboThl [16] 31eCh MBI HCHOJIb3yeM
CTaHJapPTHOE OMpeeNeHIe TePMOPIYKTyallHOHHO T
cuiel), 0(t — ') — d-pynkuus Jupaka. Ciyuaitnas
cuna F(t) — 3TO0 ocraTtouHas cwia, ACHCTByOMIas
Ha CHCTEMY CO CTOPOHBI OKpPY)XEHHS B OTCYTCTBHE
CHCTEMAaTH4eCKOW cunbl TpeHus -1'Q [28]. Ius
3aMKHYTOW TEpMOJMHAMHUYECKH PABHOBECHOW CHC-
TeMBl BBIIOJHAETCS (QIYKTyallHOHHO-IHCCHUTIATHB-
Has Teopema [28], cBsa3pIBaromas QIyKTyaluu CHUC-
TeMBbl (MX CHEKTPaJbHYI0 IJIOTHOCTH) C €€ JUCCH-
MaTUBHBIMU CBOMCTBAMH M BBITEKAIOLIasl M3 OJH-
HAaKOBOW IPUPOABI CHCTEMATHUECKOW CHJIBI TPEHHUS
W CUJIBI CIIy4alHBIX QuykTyanuii. Boobuie ropops,
TeopeMa yTBepkaaeT paBeHCTBO I' = .

OnmHako I HAIIeH MOIETbHONW CHCTEMBI (DITyK-
TYallMOHHO-IUCCHUIIATHBHAS TEOpeMa HEeNpHUMEHH-
Ma B CHJIy cpa3y HECKOJBKUX 00cToaTenscTB. Ilpe-
XKIEe BCEro, MBI MMEEM [0 C MOJIEIbHBIM OIIH-
CaHUEM HEpPABHOBECHOU M HE3aMKHYTOM MHOTIO-
KOMIIOHEHTHOM M MHOTOMOJOBO# cucremnl. RyR-
KaHall MpeAcTaBisieT coO0l MpuMep OYeHb CIIOXK-
HOT'O KOMIIO3MTHOTO HaHOCKOMHYECKOro Oenka,
I KOTOPBIX NPHUHATO BBIAEIATH MO KpallHEW Mepe
JIBa TUMAa JUCCHNATUBHOW KOH()OpMAIMOHHOW IH-
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HAMHKH, YCIOBHO — «BHELIHEW» U «BHYTPEHHEU»
[29,30]. IlepBblii CBA3aH C HENOCPEACTBEHHBIM
BIMSHHUEM LIUTOIIa3Mbl HA JUHAMUKY nepudepuii-
HBIX TIOBEPXHOCTHBIX aTOMOB M OIIPEAENIeTcs ee
BS3KOCTBIO T): Y o 1, TOrjJa Kak BTOpPOH CBs3aH
¢ 3¢ dexTuBHON BHYTpeHHeH Bs3kocThio Oenka. K
COXAJICHUIO, Ja)Xe I LUTOIIa3Mbl JOCTOBEpPHAsA
nHopMamus O BI3KOCTH M €€ TeMIepaTypHOU
3aBUCUMOCTH OTCYTCTBYET (CM., Harpumep, [29,30]).
Hwuxe mpr paccmatpuBaeM KO3(DPHUIIMEHTH «BHYT-
peunero» (I') u «BHemHero» (y) TPeHUsA KakK MoO-
JeNbHBIE MapaMeTpsl, Mpeanoyjaras Ajasd HUX TeM-
nepaTtypHyo 3aBucumocts Appenuyca [30]:
E. E,
kT

kB kB
L(T)=Tye ", W(T)=ype ",

(10)

C DHEPrUAMM aKTUBALMU Ly ¥ E, COOTBETCTBEHHO
(kg — nmocroanHas bosbumana). bonee Toro, Ml
OyneMm mpenmnoyaraTb, 9TO UMEHHO TeMIIEpaTypHbIE
3aBUCHUMOCTHU KO3 (PHUIIMEHTOB TPEHUS OTMPEACTIIOT
temrnepatypHsie 3QQexTsl 1181 RyR-kanana, cuum-
Tas ocrajbHble mapaMmerpsl DK-Monenu temmnepa-
TypHO-HE3aBUCUMBIMU. OTMETUM, UYTO y4YeT TEM-
nepaTypsl C¢ XapakTepHbIM MaclITaboOM SHEpTHi
kgT aBTOMAaTHYECKM IpEANOJaraeT IpH pacyere
TemnepaTypHbIX 3¢ dextoB B DK-Monenn BBeneHme
abcomroTHBIX »Hepruit mnsa Bereirt KII.

Paznuume mapaMeTpoB «BHYTPEHHETO» W
«BHEIIHETO» TPEHHS NMPHUBOIUT K CYIIECTBEHHOMY
M3MEHEHUIO TeMIIepaTypHOIl 3aBUCUMOCTH pacIpe-
JeneHuss KoHGOpMaMOHHONW KoOpauHAThl Q B OK-
pecTHOCTH MHUHMMYMOB nuabatmueckoro KIT [24].
B oTcyTrcTBHE 3NEKTPOHHBIX U TYHHEIBHBIX Iepe-
X0MOB (YHKIUs pacrpeneieHus KOHGOPMAIUOH-
HOW KoopAwHATHl O OyneT MMEeTh BHI:

T 2 S - () R ¢V}
= 2 = — *
PO =Tre? 2 “Vamo© k"
% kgT
rae &%= F K Q, — 3HayeHue KOH(POPMAIMOHHOM

koopauHathl B MuHIMyMe KII, E(Q) = %K(Q - 0% -

w1
I(T)
neparypa. Takum o6Gpa3om, Tomsko mpu ' = v,
T.e. B YCIIOBHSX BBIMOJHUMOCTH (PIYKTYallHOHHO-
JUCCHIIATUBHOW TEOPEMBI, MBI MPUXOAUM K OOBIU-
HOMY «0OJIBIIMAHOBCKOMY» pacrpezaeienuto. Ecre-
CTBEHHO, YTO 3(QeKTUBHAS TeMIepaTypa SBISETCA
¢bynkaueit o0pryHON Temmepatrypel 1. Ilpu I' >>
Y 3 dexTuBHAsT TeMmepaTypa OyAeT MHOTO MEHbIIIE
pea’bHON TeMIepaTyphl, 4TO IPHUBEAET K Ipama-
THUYECKOMY YCHJIEHHIO OTHOCHTENIBHBIX TeMIIepa-

ynpyras sHeprus, T = T — s dexTuBHAST TEM-

MOCKBHUH wu np.

TypHBIX 3¢ dekToB. Poct Temmepatypsl NMpUBOIUT
K POCTY 3aCelIeHHOCTH KOH(OPMAIMOHHBIX COCTOS-
Hui BONMW3M Toukm mepeceueHus Berseit KII, T.e.
K POCTY BEpOSITHOCTH TYHHEIBHOTO TMEpPexo]a «OT-
KpbITHE <> 3akpbiTue» RyR-xanana. IloHmxenue
TeMIEpaTyphl BEAET K «3aMOpPaKMBAaHHUIO» KaHaja
BOm3n mMuHuMyMma KII w momaBieHWIO TyHHEH-
pPOBaHHUS C OJHOBPEMEHHBIM POCTOM BPEMEHH IIpe-
ObiBaHMA BOMW3m mMuHumMyma KII.

Bripaxxenue nnd cpegHeld BEpOSITHOCTH TYH-
HEJIBHOTO MepPex0/ia «OTKPBITUE <> 3aKPBITHE» UME-
eT ciuenyomuid Bug [24]:

_EQ©
€ k,T” d

oo
P> =Pof e AAC.AE 0. 12

N2mo

OueBuaHo, 4yTo <P > pPE3KO BO3pacraer ¢
npubnmxenuem T* x T5 =OFE, /ky, Tae OE, — BHI-

cota Oapbepa (paccTosiHHE OT MUHUMYyMa JI0 TOYKH
nepeceuenus Bereeil KII), 3aTem umeer Makcumym

BOmu3u T* = T’j_; C OTHOCHUTEIBHO IUIaBHBIM CIIa-

nanmeMm npu T* > T3,

s unnrocTpauuu Ha pUcC. 2 MBI IPUBOJUM
TeMIEpaTypHYI0 3aBHCHMOCTh B IIHPOKOM TeMIIe-
paTypHOM WHTepBalie, BEIXOASIIEM JaJeKo 3a Ipe-
Jenbl (GU3HOJIOTUYECKOTO peXHuMa, A Mepexona

«OTKPBITHE —> 3aKpbITHE» (<P > . CIJIOHmIHAs

KpUBasg) M <«3aKPHITHE —> OTKPBITHE» (<P >..,

MyHKTUPHAsl KPUBasi) IPU TrI100albHOM MUHUMYMeE
KII nns 3axkpeiToro cocrosinus (p = —1). B kauectBe
SAMHUIBI U3MEPEHUsT TUNMUYHBIX 3HAYCHHH OCHOB-
HbIX napamerpoB OK-monenu [16,22-26]: A = h =
0, a =5, K = 10 ObI 10CTATOYHO MPOHU3BOJIHHO
B34AT 1 M3B, nns ocranpHBIX mapamerpoB OK-mo-
Jiead ObUIM NPUHATH 3HadeHus P, = 25 Mc,
A = 150, Ty = 4,3-10712, Er = 666 MmdB
(15,2 kkan/mous), y, = 5,6:107, E, = 51,2 woB
(1,2 xxan/moins) [16], obecneunBaroIiue KOJIHYECT-
BEHHOE OTIMCAHHE DKCIIEPUMEHTAIbHBIX JaHHBIX [6].
Kak m oxwumamocs, mist KII ¢ rimoOanbHBIM MH-
HUMYMOM JUIs 3aKpBITOro coctosiuus (OE_ > OF,)

peskuii poct <P > . B CpaBHeHMH C <P >

CABUHYT B CTOPOHY MEHBIIHMX TemmepaTtyp. B 00-
nactu ¢usznonorudeckux temmepatryp (T ~ 300 K)
TeMIIepaTypHbIH Kodppuuuent Q,, npeHedpexumMo
Mall JJis BEPOSTHOCTH IepexojJa «3aKpbhiTHe —>
OTKPBITHE» M JNOCTHraeT BeauduHbl Q) ~ 14 mud
Iepexosa «OTKpbITUE —> 3aKpbiTHe». Ha puc. 2
Takke IPHUBEACHA M TeMIlepaTypHas 3aBUCHUMOCTb
spdextuBHON Temnepatypsl T*(T). B obnacru ¢u-
3M0JIOTHYECKUX TeMmmepaTtyp (cM. Bpesky) T* He
npeBbIIaeT oHoro rpanyca KenbBruHa, Torjga kKak
T* =T nmpu T = 435 K.
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Puc. 2. TemnepaTypHble 3aBUCHMOCTH HOPMHPOBAaHHOM CpelHEl BEpOSTHOCTH TYHHEIBHOTO mepexona (cM. Gopmymny
(12)) ¢ PMEKTPOHHO-OTKPBHITOTO HAa 3JIEKTPOHHO-3aKPBITOE COCTOSHUE (CILIOIIHAS JIMHHUA) M C 3JIEKTPOHHO-3aKPBITOTO
Ha 3JIEKTPOHHO-OTKPBITOE (MyHKTUPHAs JTUHUSA). LIl TPUX-NYHKTUPHOW IMHUEH IIpeICTaBlIeHa TeMIIepaTypHas 3aBUCHMOCTh
s dexTuBHON TemmepaTypbsl. Ha Bpeske m3o0paxeH auama3on Temmepatyp 0-40°C B yBennyeHHOM MacmiTade.

MBI BUANM, YTO OCOOEHHOCTH TYHHEIBHOTO
nepexona Mexnay BerBiMu KII um xoHumenuus so¢-
(eKTHBHOU TeMIepaTyphl ONpeAesioT BaXKHeH e
XapaKTepUCTHKU TeMIepaTypHbIX 3¢ ¢exTos B DK-
mozaenu RyR-kanana.

MOJEJIMPOBAHUE TEMIIEPATYPHBIX
OOPEKTOB [JIA N30JIMPOBAHHOI'O
RyR KAHAJIA, CPABHEHUE
C SKCIIEPUMEHTOM

Hcnone3ys craHIapTHBINA OIPOTOKOJ 3JIEKTPOH-
HO-KOH(popManuoHHON Monenu [11-13,22-26], mbl
MPOBEJIM CEPUI0 YMCIEHHBIX JKCIEPUMEHTOB IO
MOJIEIMPOBAHUIO  JMHAMHKH  H30JHUPOBAHHOTIO
RyR-kaHana npu pa3nuyHbIX TemmepaTtypax. Bsi-
6op mapamerpoB Mozenu (CM. BbINIE) OBLT TPO-
JMUKTOBaH «BU3YallbHBIM» CPaBHEHUEM C JKCIIEpPHU-
MEHTAJbHBIMHU AaHHBIMU M3 paboThl [6], momyueH-
HeiMu 151 RyR-kaHana cepiedHod KJIETKH OBIUBI
B JIMTUAHOM OWCIIO€, a MMEHHO 3HAYEHUSAMH CPe-
HUX BpEMEH IMpeOBIBaHUS KaHala B OTKPBITOM
(<t0pen>) U 3aKPBITOM (< .>) COCTOSHHUSAX, Be-
POATHOCTH OTKPBHITHS KaHana P .. npu 5 n 23°C,
a TakXe 3aBHCHMOCTHM MaKCHMaJlbHOM NpOBOIU-
Moctu RyR-kaHama ot Ttemmeparypsl. Hapsany c
KOH(GOPMALMOHHOW IWHAMHUKOHW B AMa0aTHYECKOM
KII # TyHHETBHBIMH IIEPEX0JAMH, ONPEACIIEMBIMU
BBIIIECIIPUBEACHHBIMU MTapaMETPaMHM, Mbl YYHTHIBA-
au GeicTpeie Ca’*-akTUBHpyeMble (PpPaHK-KOHJIO-
HOBCKHE 3JeKTpoHHble nepexoasl cC — oC m
00 — cO c HezaBucAmUMH OT () BEpOSATHOCTAMHU
P(cC — oC) = 0,028 mc! u P(oO — cO) =
0,001 mc! cooTBercTBeHHO. OTMETHM, YTO BO BCEX
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cirydyadaxX npeamnojarac€rca OCHOBHOE€ 3aKpPbLITOE CO-
CTOAHHUC KaHaja.

Ha puc. 3 npencraBieHo cpaBHEHHE MOJCIb-
HBIX PeNpe3eHTATUBHBIX BPEMEHHbBIX 3aBHCUMOCTEH
TOKOBBIX (prykTyauuid mist uzonupoBanHoro RyR-
KaHalla mpu temieparypax 5 u 23°C ¢ cooTBer-
CTBYIOIIMMHU JKCIEPUMEHTAJIbHBIMU JaHHBIMU W3
paboThl [6], MOTyYEeHHBIMHU NPH KOHIEHTPALUU Cis-
kanbuus 10 MxM. Oxnaxaenue ¢ 23 no 5°C npu-
BOJAUT K KAueCTBEHHOMY H3MEHEHUIO XapaKTepa
TOKOBBIX (IYKTyallHi, CBHAETEIbCTBYIOIIEM O TIe-
pexone OT O4YeHb MallbIX K OYeHb OOJNBIINM Bpe-
MEHaM INpeObIBaHUS KaHajla B OTKPBITOM COCTOS-
HHUH C OJHOBPEMEHHBIM YMEHBIICHHEM MaKCHMallb-
HBIX aMIUTUTYA TOKa. OTH OCOOEHHOCTH Mpexje
BCEr0 CBSI3aHBl C POCTOM BHYTPEHHEH BA3KOCTH
RyR-kaHana npu MOHUKEHUU TEMIIEPATYPHI.

OueBuano, uyto OK-mMozensr MNO3BOJSET HE
TOJIBKO Ka4ecTBEHHO, HO M KOJIMYECTBEHHO IIpa-
BUJIBHO BOCIPOU3BECTH 3TH TEMIIEpaTypHBIE 3(-
¢exTol. bonee yoenutensHo Bo3MoxHOCTH DK-Mo-
JIeJM WIUTIOCTPUPYIOTCS Ha puc. 4-6, rae mpen-
CTaBJICHBI 3aBUCUMOCTH D\, P on, <top0n>s <ljoe>
RyR-kanana ot temnepatypbl. CHJIOIIHBIMU JIU-
HHUSIMH TIPEICTABJICHBl PE3YyIbTAaThl MOJAEIHPOBA-
HHSI, TOYKAMH TPEICTABICHB dKCIIEPUMEHTAJIbHBIE
nauHeie [6]. HITpuxoBble, MyHKTUPHBIE U MITPUX-
MyHKTUPHBIE JIMHUU TPEACTAaBISIOT pe3yJIbTaThbl
MOJIETUPOBAHUS TPU clerka HW3MEHEHHBIX 3Hade-
Husax napamerpos Ep, a u P(cC — oC) cootrBer-
CTBEHHO.

MaxkcuManbpHas MpPOBOJUMOCTh KaHana (puc. 4),

paccunranHas npu Dy = 150 u B = 0,65, cnavana
MEJIEHHO, a NPHU AOCTHKEHUH HEKOTOPOH KpHUTH-
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Puc. 3. PenpesentaTuBHBIe (UIyKTyallMM KaJdbIIMEBOTO TOKa depe3 oAMHOYHBIH RyR-kanam mpu 23°C (BepXHss IaHEINb)
n 5°C (uwxHAs na”ens). CrieBa pe3yibTaThl MojenupoBaHus B paMmkax OK-mopnenu, crnpaBa — 3KcIepUMEHTalIbHbBIE

naHHbIE [6].

250r

200
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ax> ICM

< 100

50

T 0 20 40 60

T,°C

Puc. 4. TemnepatypHble 3aBHCHMOCTH MaKCHMAaJIBHO
npoBogumocty RyR-kanana. Touku — skcnepuMeH-
TallbHblE JaHHBIE [6], KpUBBIE — pe3yIbTATBl MOJETH-
poBaHus B pamkax OK-monmenn (cM. mogpoGHOCTH B
TEKCTE).

yeckoi Temmnepatypsl ~5°C pe3ko pacTer ¢ pocToM
TEMIIEpaTyphl, YTO MOXKHO CBSI3aTh C XapaKTepOM
3aBucuMoctu Q(¢) OT BHYTpeHHEU Bs3KOCTHU. JleW-
CTBHUTENBHO, NpH BeICOKMX [ (HM3KMe Temmepary-
pbl) KaHall BO BpeMs KOH(POPMAIMOHHOW penak-

calliy ABWKETCS allepUOAMYHO, HE HOCTUTAS] 0O0JIb-
MUX 3HaAYeHUH KOH(POPMAIMOHHOW KOOPAMHATHI.
OpnnHako c¢ poctoM Temmepatypel nmpu I = 2°C
KO3(QQUIUEHT TPEHHUsI CTAHOBHUTCS MEHbIIE KPUTH-
yeckoro I'<TI’ =2VK =2V10 [24] u xanan me-

KpHUT
PEXOIUT B PEXKUM 3aTyXaromuXx KogebaHuit BOIU3U
MUHMMYMa 3JE€KTPOHHO-OTKPBITONW BETBH, TEM cCa-
MBIM [OCTHrasi OOJBIINX 3HAUYEHHH ( U COOTBET-
CTBEHHO Ooibliell MpoBOAUMOCTH D.

Ha puc. 5 u 6 npencraBneHbl MOJEAbHBIE (KPU-
BbI€) U JKCIIEPUMEHTAJbHbIE (TOYKHU) TEMIEpaTyp-
HBIE 3aBUCHUMOCTH P .., <fo >, <ly,>. Beposr-
HOCTH OTKDPBITHA Kanana P pen OOHAPYXKHBACT CBOC-
00pa3Hyl0 TeMIepaTypHYIO 3aBUCUMOCTh. Jlo TeM-
nepatypel ~10°C P0 en MOHOTOHHO BO3pacCTaeT,
MpHU 3TOM Bo3paCTaeT Kak <t ..>, TaK U <t .>.
B mpomexytke ot ~10°C no ~fO°C P M <lypen>
pesko magarT ¢ Q) ~ 8 u Q ~ 34 coorsercr-
BEHHO, a <f,,.> OOHapyXHMBaeT MaKCHMyM IIpH
~15°C. I[lpu mocneayromeM YBEIHYEHHM TeMIlepa-
Typel P, MEIUICHHO PAaCTeT, OCTaBasiCh OTHOCH-
TETBHO MAaJBIM, TOTJd KaK <[,,..> MEUICHHO CIia-
naer no Hyias. Bemwmuwna <t > npu T > 15°C
MEJIEHHO CIajaer.

close’

Crnenuduaeckne «KOIOKOI0Opa3HbIe» 3aBUCH-
MOCTH KHHETHYECKHX XapaKTEPUCTHK OT TeMIlepa-
TypHl 00BscHAIOTCA B paMkax OK-mMonmenu ocoben-
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open

Puc. 5. TemneparypHbie 3aBUCUMOCTH Ppq, 1tst RyR -
kaHajma. Touykm — SKCIepuMeHTajbHBIE HaHHBIE [6],
KpHBBIE — PE3yJbTAaThl MOJAENNPOBaHUSI B paMkax OK-
Mozenu (CM. MOAPOOHOCTH B TEKCTE).

HOCTSAMHU TEMIEPAaTypHOU 3aBHUCHUMOCTH YaCTOTHI
TYHHEIBHBIX IepexonoB. KaHan Bo BpeMs KOH-
dbopmanmonHoit pemakcanuu oC — 0O nBMXKeTCs
10 MUHUMYMa 3JIEKTPOHHO-OTKPBITOW BETBH Uepe3
TOYKY MEpeceueHus] BeTBEH, Ie BepOsITHOCTh TYH-
HEJBHBIX MEPEeX010B MakcuMalbHa. COOTBETCTBEH-
HO MpU HHU3KHX TEeMIepaTypax U OOJbLIIOM BHYT-
pPEHHEM TPEHHMHM B alepHOAMYECKOM pEXKHME Ha-
0J1r0maroTCAd BBICOKME YAaCTOTHl TYHHEIBHBIX IEpe-
xonoB. OJHAaKO C YBEIHWYEHHUEM TEMIIEpaTypsl U
YMEHBIIEHHEM BSI3KOCTH MX YacTOTa yMEHbIIaercs,
a P ., yBEeTHIMBACTCS 10 HEKOTOPOTO MaKCHMyMa.
[Ipu panpHelmeM MOBBIMIEHHM TEMIEPaTyphl Ka-
HaJl IepEeXOUT B PEXKHUM 3aTyXalOIUX KOoJeOaHUH
BOmm3n muammMyma KII ¢ mocraTtouHo Oombmroi
BEPOSATHOCTHIO NMOMAaJaHus B 00J1acCTh NepecedeHus
BeTBel. YacroTa TYHHEIBHBIX NEPEXOJIOB PE3KO
pacTeTr ¢ COOTBETCTBYIOIIUM IMaJACHUEM Popen. Ilpu
BBICOKHX TeMIlepaTypax ¢ IEpexoJoM KaHalla B
pexuM cnabo3aTyXammuX KojJeOaHUH YacTOTHI
TYHHEIBHBIX TepexoqoB 00* <> cO** B 00e cro-
POHBI BHIpaBHUBAIOTCSA, CIIEOBATENbHO, P na-
00 pacrer, a <f > YMEHBIIAETCH.

WHTepecHo, uto HEOOMbIIOE (4%) YMEHbIIEHHE
DHEPTUH aKTHBALMKM BHYTPEHHEN BA3KOCTH E pu-
BOAHT K cymecTtBeHHOMY (~10-15°C) caBury Bcex
KPUBBIX (IITPUXOBBIE JUHHUH Ha puc. 4-6) B CTO-
POHY MEHBIIMX TeMIeparyp 0e3 3aMETHOTO H3Me-
HeHusi ux Qopmbl. B To xe Bpems Hebomblioe
(2%) ymenbpuieHue napamerpa OK-cBsi3u a npak-
THYECKM He MeHseT D .. HO BeJeT K CyIIeCTBEH-
HOMY TOHMXEHMIO aMIUIuTyael P . u <t . >
(TyHKTHpHBIE TWHUW Ha puc. 4-0) 0e3 3amMerHoro
WU3MEHEeHUsl Kak (OpMBI KPHBBIX, TaK U XapakTepa
TemIepaTypHoi 3aBucuMocTd. O4eBUIHO, YTO UMEH-
HO BEIWYMHA M TeMIlepaTypHas 3aBUCHMOCTb BHYT-

open c
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Puc. 6. TemnepaTypHbIe 3aBUCHMOCTH <f
s RyR-kanana. Touku —sKcriepUMeHTalbHbIE JaHHBIE
[6], xpuBble — pe3ynbTaThl MOJETHPOBAHUS B pPaMKax
DOK-monenu (cM. TOAPOOHOCTH B TEKCTE).

0pen> U <l(joge>

peHHEH BS3KOCTH B MEPBYIO OYEpeab BIUSIOT Ha
MOJIOKEHUE U OCOOCHHOCTH (DU3HMOJOTUYECKOTO pe-
KUMa TeMmIepaTyp, Torjaa kak napamerp OK-cesasu
ONpeAeisieT BEIHYUHY TeMIEepaTypHBIX 3(QQeKTOB,
B YaCTHOCTHM 3HadeHus mapamerpos Q. MHTepec-
HO, YTO JBYKPAaTHOE YyMEHbIIEHHE BEPOATHOCTH
sanekTporHoro mepexoma ¢cC — oC go P(cC —
0oC) = 0,014 mc! (cM. WITPUX-TIyHKTUPHBIE JTUHUH
Ha puc. 4-6) NMPUBOAMUT BCETO JHUIIbL K OTHOCH-
TEIbHO HEOONBIIOMY MOHWXECHHIO aMIUTUTYIbI
Pgpen M K BIOJHE OXHAaeMBIM dhdexram s
CpPEeIHUX BpeMeH IpeObIBaHUSA KaHajla B OTKPBITOM
M 3aKPBITOM COCTOSHHSAX: <[> TPAKTHICCKH HE

MCHACTCA, a <tdo%> YBEINYUBACTCA B [IBa pasa.

3AKJIIOYEHHUE

Hamu moxazano, yto mpocras OK-monpens ¢
YYETOM appeHUYCOBCKOTO XapakTepa TeMmIepaTyp-
HOH 3aBUCUMOCTHU «BHYTPEHHEW» U «BHEIIHENH» BSI3-
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KOCTH, a TaKXe CIeHU(PUIECKOU «TEePMOUYYBCTBH-
TEIBHOCTU» TYHHEIBHOTO MEPEX0Jia «KOTKPBITHE >
3aKpBITHE» CIIOCOOHA JaTh HE TOJHKO KauyeCTBEH-
HOE, HO U KOJIMYECTBEHHOE OIHCAHUE TEMIIepaTyp-
HBIX 3 pexToB 1t uzonupoBaHHbIX RyR -kananoB.
PesynpraTtel pabOTBI OTKPBHIBAKOT MEPCHEKTUBEI
OTMHUCaHUs TeMIepaTypHbIX d()PeKTOB I Kiacre-
poB B3aumoelcTByomux RyR-kananos B mogenu
Ca2t-BpICBOOOXKIAIOIMMNX CAUHULl M HCCIACIOBATH
Ha MOJIEKYJISIDHOM YPOBHE BJIUSHHE H3MCHCHHS
TEMIIEPaTyphl Ha MPOLECCH BHICBOOOXaeHns Cat
n3 CP u, B 4aCTHOCTH, Ha YacTOTy U aMILUIUTYIY
CIIOHTAHHBIX JOKAaJbHBIX KaJIbIIUEBBIX BBICBOOOX-
nennii (Ca*-cmapkos).

K coxanennio, BO3MOKHOCTH JaJIbHEHIIEro
Pa3BUTHsI MOJIENH, B YACTHOCTHU OMPEICICHHUS YHUC-
JICHHBIX BEJIMYMH MapaMeTpPOB, CYIIECTBEHHO CJep-
KUBAKOTCS OTPAHHUYCHHOCTHIO HAOOpa MMEIOIIHXCS
JIOCTOBEPHBIX 3KCIMEPUMEHTAIbHBIX JaHHBIX.

B 3aknrouenune oTMETHUM CYIECTBEHHOC OTJIU-
Yhe paccMaTpUBaeMOT0 MexaHu3Ma KoHdopmamu-
OHHOT'0 MpeoOpa3oBaHUA OT TEPMODIYKTyalMOH-
Horo MexaHusma Kpamepca [31]. B oGnactu ¢u-
3MOJIOTHYECKUX TeMIIepaTyp OCHOBHOM Temmepa-
TYpHBIH 3p(EKT MOKET ONMpeNnensiThCs TOIBKO 0CO-
OEHHOCTSAMH TOBEICHUS BHYTPEHHErOo TpeHHus 0e3
3aMETHOH ponu TepMOo(IyKTyarui.

UccnenoBaHus BBIIOJHEHB NpU (QUHAHCOBOM
noaaepxke MuHHCTEpCTBa 00pa30BaHUs U HAYKH
P® (mpoexter No 1437 m Ne 2725, pazpaboTtka
OK-monmenu) u Poccmiickoro nayuHoro ¢oHIa
(mpoekTt Nel4-35-00005, moaenmpoBaHue TeMIiepa-
TypHbIX 3¢ ¢dexToB B RyR-kanamnax).
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Temperature Effect on the Cardiac Ryanodine Receptor Gating
and Conductance: Mathematical Modelling

A.S. Moskvin*, B.I. Iaparov*, A.M. Ryvkin* ** and O.E. Solovyova* **

*Ural Federal University named after the first President of Russia B.N. Y eltsin,
ul. Mira 19, Y ekaterinburg, 620002 Russia

**[nstitute of Immunology and Physiology, Ural Branch, Russian A cademy of S ciences,
Pervomayskaya ul. 106, Y ekaterinburg, 620049 Russia

The temperature effect on the cardiac ryanodine receptor function has been studied within the
electron-conformational model. It is shown that simple electron-conformational model with the
Arrhenius like temperature dependence of “internal” and “external” frictions and specific “thermo-
sensitivity” of the tunnelling “open <> close” transitions can provide both qualitative and quantitative
description of the temperature effects for isolated ryanodine receptors. The potential of the model
was illustrated by explaining the experimental data on the temperature dependence of sheep’s
isolated cardiac ryanodine receptor gating and conductance (R. Sitsapesan et al., J. Physiol. (1991),
434, 469).

Key words: ryanodine receptor, temperature, electron-conformational model, mathematical modeling
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