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Paccmampueaemces ponv 6udomennot mooenu, npedcmasiiaiowel cepoeynyio Muvliyy 8 euoe 08yxX
63AUMONPOHUKAIOWUX GHYMPUKILEMOYHO20 U BHEKLEMOYHO20 NPOCMPAHCMNG, U ONMUYECKO20 KAPMUPOBAHUS 8 U3YYeHUU
DyHOAMEHMATLHBIX MEXAHUIMO8 MOYEUHOU CIMUMYIAYUU CEPOYAL.
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Discussed is the role of the bi-domain model considering the myocardium as a system of two interpenetrative
intracellular and extracellular spaces and of the optic mapping in studying the basic mechanisms of point cardiac pacing.
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Hecmotps Ha 3HauUMTENBHBIN NPOTrpecc B KapAHOiIo-
T'HH, HApYIICHUS PUTMA CepALIa ABISAIOTCS OJJHOM U3 OCHOB-
HBIX TIPUYMH BHE3AMMHON cepAedHoi cMepTu. Kimamueckuit
apceHas NpeaynpekKACHUS U JICUCHUS apUTMHUN BKITIOUAET
(apmakonoruueckue U xupypruueckue merozpl. OgHako,
3a OCJIeTHHUE MOJIBeKa K HUM JJOOABHJIACh U BBIBUHYJIACH
Ha Befylee MecTo aekrpuaeckas ctumyisinus (IC) cepa-
11a, CTABIIAs OJHUM U3 BaXXHEHIIINX TepareBTUYECKUX Me-
TOJIOB BOCCTAHOBIICHHUSI HOPMAJIBHOTO KPOBOOOpAIEHUS.
MuinoHsl JTIONIEH B HACTOsIIIIEe BpeMsl JKUBBI Oiarofaps
HMMIUTAaHTUPOBAHHBIM CTUMYJISITOpaM | 1e(puOpIIIsITOpam,
MHPOBasi TOJJ0BAsk UMIUIAHTALINS KOTOPBIX MPUOIMKAETCA K
300 TeIc. 1 100 ThIC., COOTBETCTBEHHO.

Kpowme toro, OC sBnsieTcs BaXHEHITIM METOIOM KIIH-
HUYECKHX U (PyHJAMEHTAIIbHBIX UCCIIE0BAHMI IEKTPOdH-
suosnornueckux (Od) mexanu3mos QyHkuu cepana. Kax-
JIO€ COKpaIICHUE Cep/Lia 3ayCKaeTCsl SICKTPHISCKUM M-
ITyTbCOM, TEHEPUPYIOIIHUMCS B CHHYCOBOM Y3JI€ U pacIipoc-
TPaHSIOIUMCS B BUJIC HE3aTyXaIOIIEH BOJTHBI ACTIONSAPU3a-
LMK KJIETOK Cep/illa, COCIMHEHHBIX B HEMPEPHIBHBIA CHH-
uuthit. Hapymenns BOSHUKHOBEHUS HIIH PaciipOCTPaHEHHS
BOJIHBI JICTIONIAPH3AIMY MUOKap/ia ABJIsIeTCs Hauboee vac-
TOM HENOCPEICTBEHHON IPUUMHONU CMEPTH.

WccnenoBanus GyHmaMeHTaNbHBIX MeXaHU3MOB DC
HUMEIOT JJMHHYIO0 UCTOPHIO, HACUUTHIBAIOIIYIO Oosee TpEX
croneruii [1-3]. OnHako, 10 HEAABHETO BPEMEHHU 3TH HCCIIe-
JIOBaHUsI OBbUTH 3aTPYHEHbI OTCYTCTBUEM a/ICKBATHBIX TEO-
PETUYECKUX U SKCTIEPUMEHTAIEHBIX METOIOB, MO3BOJISBILIIX
MIPEACKa3bIBaTh M U3MEPATh TPAaHCMEMOPAHHBINA TTOTESHIHAT
Bo Bpems DC. Knaccrueckue aeKTpoHbIe METOIBI, pa3pa-
6orannbie B XIX 1 XX CTONIETHSAX, M OCTABABIINECS €IUH-
CTBEHHBIM METOJIOM MCCJIE/IOBaHMi B (DyH/IaMEHTAIIbHBIX U
KIIMHUYECKUX JTa00paTopHsIX, He MO3BOJISUIN BECTH H3Mepe-
HUS TPAaHCMEMOPAHHOTO MOTEHIIMANIA W3-32 apTe(haKTOB BO3-
HuKaroriero Bo Bpems OC. [TapamienbHo ¢ SKCiepuMeHTab-
HBIMU CJIIO)KHOCTSIMH, TeopeTrueckre Kounenuuu IC u ae-
(UOPHILTISILINK TAKOKE HE MOTIIM OOBSICHUTh MHOI'MX OMITUPH-
YEeCKH YCTAHOBJICHHBIX (DaKTOB.

HeoOxonanMble afieKBaTHBIE 3KCIIEPUMEHTAIbHBIC U
TEOPETHUYECKUE METOIUKHU MOSBUIINCH JIUIIb B MOCJIEIHNE
JiBa necATmiIeTHs XX BeKka. ITo IKCIIepHUMEHTaIbHAs METO-
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JiiKa — UIyopecleHTHOE KapTUPOBaHHE TPaHCMEMOpaHHO-
r'O MOTEHIMAa ¢ TIOMOIIBIO TOTEHIINATI-UyBCTBUTEIBHBIX
KpacuTenei [4], koTopasi HEUyBCTBUTEIbHA K BHEIIHEMY
ANEKTPUUECKOMY MO0 [5, 6], U TeopeTndeckas MeToIuKa,
OCHOBaHHas Ha (hopManu3Me OMIOMEHHbBIX Mozenei [7-11].

Ota paboTa ABISETCS MEPBON YacThIO 0030pa, KOTO-
pas ¢opMynupyeTr Haile MOHMMaHue poiu OUTOMEHHON
MOJICITH 1 ONTUYECKOTO KapTHPOBAHUS B M3y4deHNH (pyH/a-
MEHTAJIbHBIX MEXaHU3MOB TOUCUHOH (IHIOKapAMATBHON
unu snukapauanbaoi) OC cepana. O630p OyaeT mpomo-
JKCH B JIBYX JIOTIOJIHUTCIBHBIX CTAThsIX, KOTOPhIC CPOpPMY-
JUPYIOT Halle MOHMMaHHWE MEXaHH3MOB apHUTMOTEHE3a,
BBI3BAHHOTO JIEKTPUUECKUM CTHUMYJIOM (4acTh 2) U MexXa-
HU3MOB AiepubprLIsu (4acTh 3).

1. @usuonozun 6030yrcoeHus cepoeuHozo CUHYU-

mus

B pamkax OuIOMEHHON MOJENH, CepACUHBIA CHHITU-
TUH MOXKHO MPEACTABUTh B BHIC IBYX TPEXMEPHBIX IPO-
CTPAHCTB: BHYTPHUKJIETOYHOTO ¥ BHEKJIETOYHOTO. JTH JBa
IIPOCTPAHCTBA COCMHEHBI MEXK Ty COOO0M TaCCHBHBIM TOKOM
4yepe3 CONPOTUBIICHHE MEMOPaHbI U AKTUBHBIMU HOHHBIMH
TOKAaMH, 3aBUCSIIUMH OT TPAHCMEMOPAHHOTO MMOTEHITHAaa
1 BpeMeHH. B moxoe, MeXay AByMs MPOCTPAHCTBAMU CY-
IIECTBYET Pa3HUIIA TOTCHIINATIOB, H3BECTHAS KaK IIOTCHIH-
an moxkosi, paBHast -80-90 MB. JIns BOSHUKHOBEHUS U pac-
MIPOCTPaHEHUS BOJIHBI BO30YKICHHsI HEOOXOAMMa HaYallb-
Hasl ICNOISIPU3AIHS CepACUHON MEeMOpPaHbl B CPAaBHUTEIIb-
HO HEOOJBIION TpyIIe KIETOK. Takas AemoIspr3aus Mo-
JKET OBITh BbI3BaHA IyTEM BHYTPUKJICTOYHOH MM BHEKJIC-
tounoit DC. IIpu BHyTpHuKIeTOuHON DC B X07€ IKCIIEPH-
MEHTOB HCTIONB3YETCS MUKPOAJIEKTPO/I, KOTOPBIN BBOIUTCS
BHYTPb KJICTKH (Cep/ieuHast KJIeTKa MIMEET XapaKTepHbIi JT1-
ametp 10-20 mMukpomeTpoB). O4EBHIHO, YTO ITOT METOA
3C HenpUMEHUM B KIIMHHYECKOH cuTyanuu. BHeknerounas
3C nmocturaercs MyTéM UMITyJIbCa TOKA, paCIPOCTPaHSIO-
IIETOCs BO BHEKJIETOUHOHU mia3me. OHAKO 3TOT UMITYJIbC
TaK’Ke BBI3bIBACT N3MEHEHHE MOTEHIIMAIa BO BHYTPUKIICTOU-
HOM IIPOCTPAHCTBE U TAKUM 00pa3oM MEHSET TpaHCMEMO-
PaHHBIN NOTEHIINAI, BBI3BIBAS ACTIOSPU3AIIIO.

HauanpHast Haqmoporosas JemoyIipu3alns BEI3bIBACT
AKTHMBAIIMIO HATPUEBBIX KAHAJIOB, HAYMHATOIILYO TEHEPAITHIO
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MOTEHIINAJIA ISHCTBUSL. DTa JIOKaJIbHAs ACTIOIIpU3anis AnQ-
(yHIUpyeT B coceTHUE KIETKU M BBI3BIBACT HOBYIO JEIIO-
JSIPU3AIMIO, OTKPBIBAIOIIYI0 HATPHEBBIE KAHAJIBI YK€ B 3THX
cocenHux kierkax. U tak nanee. Takum oOpa3zom 3amycka-
eTcsl TPUTTEpHasi BOJIHA BO3OYK/ICHHS, U3BECTHAS TAK K
Kak aBToBOJHA [12]. ToueuHbIe HOHHBIC MEXaHU3MBI JICTIO-
JSIpU3aluy HA KJICTOYHOM YPOBHE M3BECTHBI JJOCTaTOYHO
JICTAIGHO M OIMCAaHBl BO MHOTHX HPEKPAcHBIX 0030pax u
MoHorpadusx [13]. OnHako IpoCTPaHCTBEHHBIC MEXaHH3-
MBI JICTIONISIPU3AINH 0 TTOCIICAHEr0 BPEMEHH OCTaBAJNCh
MaJION3y4eHHBIMH. BHIOMEHHast MOZIEIb M OIITHYECKOE Kap-
THUPOBAHKE TIO3BOJIMIIN 3HAYUTEIILHO MPOJIBUHYTH UCCIIEI0-
BaHUsI UIMEHHO NIPOCTPAHCTBEHHBIX MeXaHU3MOB JC.
1.2. Buoomennas mooens muoxkapoa u ynKyus ax-
mueayuu
bunoMenHas Mozienpb mosrydnia B MocjeIHee Bpe-
Ms OIMPOKOE paclpOCTpaHEHHE B KaUyeCTBE OCHOBHOTO
M10JIX0/1a ITPH TEOPETHUECKOM M YHUCICHHOM HCCIIE0Ba-
HUU MAaKpPOCKONMUYECKHUX IEKTPUUECKUX SIBICHUH B cep-
JIeYHOW TKaHU. DTa MOJEIb OCHOBAHA Ha IpejacTaBe-
HUU CepACYHON MBI B BUAC ABYX B3aHMOCBI3aHHBIX
MIPOCTPAHCTB — BHYTPHUKICTOYHOTO U BHEKJIETOYHOTO,
KaKJI0€ U3 KOTOPBIX UMEET Pa3IMIHbIe KOA(P(PUIINEHTHI
MIPOBOAMMOCTH BJIOJIb M TIOTIEPEK HANPABICHUS BOIOKOH
[7-11, 14]. B otnu4me OT MpEeABIAYIIAX TOIXOI0B, OU-
JIOMEHHBIH (pOpMaTN3M HE HTHOPUPYET BHEKIJIETOUYHOTO
MIPOCTPAHCTBA, KOTOPOE OOBIYHO 10JIAraloCh SKBUIIOTEH-
LMaJbHBIM M 3a36MJIEHHBIM. bruOMeHHBIH TToaX0 pac-
CMaTpPHBAET HEOJHOPOIHBIE COCTOSHHS 3JIEKTPUUECKO-
TO T0JISI BO BHEKJICTOYHOM IIPOCTPAHCTBE, O€3 4ero He-
BO3MOJKHO PELIUTH 3a7auy BHeKiIeTouHoi OC.
CocrosiHre OMIOMEHHOH CHCTEMBI OIIMCHIBACTCSI BHYT-
PUKJICTOYHBIM @, ¥ BHEKJIETOYHBIM ¢ MOTEHLHMAIAMH Kak
(YHKIMSAMHI Ha HEKOTOPOI IPOCTpaHCTBEHHON o0acTu Q.
Hckomoii mepeMeHHOH SBISCTCS TPAHCMEMOPaHHBIN TIOTCH-
1HaJl, ONpe/Ie/ICHHbIH Kak pasHocTh V| = @. - ¢ . bunomen-
Hasi MOJIEJIb 3aKIIF0YAeTCsl B CIICAYIOLICH rape ypaBHEHUH
peaxyn-aud dy3uu:
)
V-(€Vg)=-1,-1, HaAQ )
371ech uepe3 & U &, 0003HaUCHBI TCH30pPbl BHYTPH-
KJICTOYHOHN ¥ BHEKJIETOUHO TPOBOIMMOCTH COOTBETCTBEH-
HO, / - 00beMHast TIIOTHOCTh TPAHCMEMOPAHHOTO TOKa, /| -
o0BeMHas IIOTHOCTH ToKa JC.
TpancMeMOpaHHBIM TOK MPEJCTaBICH B BUIEC CyMMBbI
€MKOCTHOI'0, MOHHOTO TOKOB U TOKa JieKTporopauui [ 15, 16]:

v,
1, =B(C,—2
n=BC

r7ie [3- OTHOIICHHE TOBEPXHOCTH MHOIIUTA K €10 00be-
My, C - eMKOCTb TPAHCMEMOPAHHOTO KOH/IEHCATOPA HA €11~
HUILY TIOBEPXHOCTH MeMOpanbl muonnta, G(V 1) - Tpanc-
MeMOpaHHast IPOBOIUMOCTD BCIIEIICTBUE HIEKTPOIIOPALHH.
[Mocnenuuii wieH, Kak MPaBuUIIO, OMMCHIBACTCS AMITUPHUEC-
KuM 1u(depeHraIbHbIM YpaBHEHUEM TIEPBOM CTEIICHH,
OTPaXKAIOIINM ITPOLIECCHl 00Pa30BAHUS U 3KUBIICHUS TTOP
B MeMOpaHe.

AnropuT™ BerauceHus nonnoro toxka /, (V' ,¢) 3aBu-
CHT OT KOHKPETHOM MOJIeIH cepieuHoi kieTku. CylecTBy-
€T 3HAYUTEIbHOE KOJIMYECTBO TAKUX MOJIEIICH, OT MPOCTHIX
1 MeHee TouHbIX [ 17] no Goree coxHBIX 1 OoJee aeKBaT-
HbIX Luo-Rudy phase I [18], Luo-Rudy phase I1[19, 20]. B

+ [[on(Vm’t) + G(Vm ’t) . Vm)(3)
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OCHOBE BCE 3TH MOJICJIN OTIMCHIBAIOT CBOMCTBA PA3IMUHBIX
MOHHBIX KaHaJIOB B paMKax (popmanm3ma XomKKiHHa-XaKc-
au [21]. C matemMaTnyecKoi TOUKH 3pEHUS - HTO CUCTEMBI
OOBIKHOBEHHBIX U PEPCHINATIBHBIX YPAaBHCHUH MTEpBOH
CTENeHH ¢ KO GHUINEHTAMH, 3aBUCSIIIUMH OT 3HAUCHHS
TpaHCMEMOPAaHHOTO ITOTEHINAIIA.

Oco0yto poib B 6noMeHHOH Teopnu DC 3aHUMAET Tak
Has3bIBaeMasl QyHKuus aktuBaiuy [22, 23]. Ora dynkims
MIPEICTaBIISICT COOOM «IBMIKYIILYIO CHITY» BBI3BIBAIOILYIO TT0-
JIOKUTEITBHYIO WITH OTPUIIATEIIBHYIO MOJISPU3ALUIO KIETOY-
HOH MeMOpansb! Bo Bpemst DC. Mcxonst n3 ypaBHeHHH 61o-
MeHa (1)-(2) u koHenmmu GYHKINHA aKTUBAUH [22], MOXK-
HO [10Ka3aTh, 4To [23] IpUYUHOHN 2JIEKTPUUECKON aKTUBALIUN
CEepIECYHOM MBIIIIIBI MOTYT OBITH KaK HEOJHOPOHOCTH BHEIII-
HETO 3JIEKTPUIECKOTO I0JIs1, TAaK ¥ HEOAHOPOJHOCTH BHY TPH-
KJIETOYHOM ITPOBOJMMOCTH CEP/ICUHON MBIIIIIBI.

Ba)xHO MOJYepKHYTH, YTO 10 HEJAaBHETO BPEMEHHU
HEOJJHOPOTHOCTH CaMOH cep/IedHON TKaH!U He IPHHUMAIINCh
BO BHUMaHHE M BO30Y)KICHHE KJIETOK CBS3BIBAJIOCH B OC-
HOBHOM C T'PaJIMCHTOM BHEKJIETOYHOTO MOTEHIIHANa, KOTO-
PBIit paccMaTpuBaiICs B KaUECTBE SAMHCTBEHHOTO ITapaMeT-
pa, CrIocOOHOTO MPe/ICKA3bIBATH PE3YIIBTAT e(puOprnImy.
Tak MHOXeCTBO (PyHJaMEHTAJIBHBIX ¥ KITMHUYECKHUX HCCIIe-
JIOBaHHH TOJIArajIn, YTO IS yCIEIHOH nehnOpHuIsInm 10-
CTAaTOYHO 00ECHEYNTh BO BCEX 0OJACTSIX cep/ilia IpajieHT
BHEKJICTOYHOTO TIOTeHIIHANa Oombine 5 B/cm [24], 9to cun-
Tanock jocraroyHeiM st OC Beero cepana. OpHaKo, Kak
TIOKa3bIBAJIN HEAABHHUE TEOPETHIECKUE M IKCTICPUMEHTAIb-
HBIC HMCCIIeIOBaHMs, 00a (paKkTopa MOTYT UIpaTh BaKHYIO
pois B OC [25].

1.3. @ayopecyenmnoe onmuueckoe Kapmuposanue

He Oyner npeyBenuueHneM ckasarb, 4TO IIporpecce B
OHMOIIOTHHU BTOPOH MONOBHHBEI 20-TO BeKa B 3HAYHTEIIBHOM
qacTH ObUT 00YCIIOBIIEH H300pETEHNEM 1 IMPOKHM ITpUMe-
HeHHeM (UIyOpEeCIEHTHBIX METO/IOB HCCIICIOBAHMS Ha BCEX
YPOBHSIX )KMBOW TKaHH: MOJICKYJISIPHOM, KJIETOYHOM, TKa-
HEBOM, OpraHa M Bcero oprannsma. QiryopecueHTHbIE Me-
TOJIBI TIO3BOJISTIOT U3MEPATH PA3IIMYHbIC ITAPaMETPhI )KUBOH
CHCTEMBI ¢ OeCIpeleZICHTHON TyBCTBUTEIBHOCTBIO H CIIe-
nupuIHOCTHI0. Tak, COBpEMEHHBIC METOJBI TTO3BOJISIOT
00OHapy’KUBATh IIPUCYTCTBHE SIMHUIHBIX MOJICKYJI B CIIOXK-
HBIX (P3HOIOTMIECKUX CUCTEMaX, U3MEPSITh KOHIICHTPALIN
MOHOB U 3JIEKTPUYECKUE MOTEHINAIBI BHYTPHU U Ha MEMO-
paHax KJIETOYHBIX OpraHeIuT BO BPEMsl CIOKHBIX (pr3noo-
TMYECKHUX IPOLIECCOB.

UccrnenoBarns OC u neuOpMILIIIAN HE SBIACTCS
nckoueHneM. DiryopeceHTHbIE METOIbI HCCIICI0BAHUN
MEKTPUIECKOI AKTHBHOCTH ITOUCTHHE PEBOIIOLIMOHN3UPO-
BaJIN HIEKTPOGHU3HOIIOTHIO cepaa 3a nocnenaue 10 ter. B
AHIVIOS3BIYHON JINTEPAType CYIIECTBYET MHOXECTBO IIpe-
KpacHBIX 0030pOB M KHUT 110 (DIIyOpeCHeHTHBIM METOaM.
B wactHOCTH cpenn Hanbosee CBEKUX 0030pOB HEOOXO M-
MO OTMETHTbH HECKOJIBKO TIPEKPACHBIX COOPHHUKOB, COCTAB-
JICHHBIX BEIyIIMMH J1a0OpaTOpUsIMUA MHpPA B 3TOH 001acTH
[26-28]. Pycckos3piuHas IuTeparypa o OnTUYeCKUM HUcC-
CIIEZIOBAHUAM B 00JIaCTH BIEKTPO(U3NOIOTHHN Cepala, K
COXAIICHUIO, HE CTONh o0mmmpHa [29].

Onruyeckue n3MEepeHus TpaHCMEMOPaHHOTO MOTEeH-
uana ObUTH 3aJyMaHbl aMEPUKAHCKUM HCCIIe0BaTEIeM
npod. Larry Cohen. Mnes Oputa ocHOBaHa Ha CBOICTBax
CHENHAITBHO CHHTE3UPOBAHHBIX MOJIEKYI-(DIIyopodopos,
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KOTOpBIE, CBS3ABIIUCH C KJICTOYHONH MeMOpaHOH, Croco0-
HBI ITOTVIOIIATE U M3JTy4aTh CBET € 3 (PEKTHBHOCTHIO, 3aBH-
CSIIIICH OT BEJIMUMHBI HIICKTPHUYECKOTO IT0JISL, B KOTOPOM Ha-
XOIMTCS 3Ta MoJieKysa. TakuM 0Opa3oM OCBETHB Cepalle,
IpoKpaieHHoe (ryopodopom, MOKHO ONTHUECKH H3Me-
PHUTH KHHETHKY TPAaHCMEMOPAaHHOTO TIOTEHIIHAIA 110 H3Me-
HEHMSIM MHTEHCUBHOCTHY WJIN JUTMHBI BOJIHBI (NTyOpeCIieH-
in. bosee Toro, UCTIoNb3yst COBpEMEHHBIE METOIBI JIBYX-
MEpHOH perucTpanuy cBeTa, MOXKHO COCTABIIATh KapThl M3-
MEHEHHsI TPAHCMEMOPaHHOTO ITOTEHIINAJIA HA TOBEPXHOC-
T cepaua [30, 31]. Onrtudeckas npupoaa U3MEpeHnH Mo-
3BOJISICT M3MEHATH IPOCTPAHCTBEHHOE Pa3peIIeHIE KapTH-
POBaHMSI CHTHAJIOB ITyTEM MPOCTON 3aMEHBI ONTHYECKOTO
yBennueHus1. B HacTosiIee BpeMst KapTHPOBaHUE TPAHCMEM-
OpaHHOTO MOTEHIMAaIa OCYIIECTBISICTCS B IINPOKOM JTHa-
T1a30HE MPOCTPAHCTBEHHOTO MACIITA0A: OT SANHUYHOMH KIIeT-
ku [32] no uenoro cepaua [31].

B mammx uccinenoBanusx MexaHusmMoB OC MBI HC-
TIOJTb30BAJIN IKCIIEPUMEHTANIbHYI0 Mozeab JC Ha OCHOBE
nepgy3nupyemMoro cepaia Kposmka (cM. puc. 1, 3ToT u rmoc-
JIeyIOIINe PUCYHKM PacIoNOXKeHbl Ha BKIekke). Onuca-
HUE TIperapara JeTajlbHO M3JI0KEHO BO MHOTHX ITyOnnKa-
msix [33, 34]. Cepaue kponuka rnepdy3upoBajioch CTaH-
JTapTHBIM PacTBOPOM PuHrepa mo mMeTomy peTporpagHou
nepQy3nu, MojaBaBIICHCs Yepe3 a0pTy B KOPOHAPHBIE CO-
cynsl. Cepalie NpOKpanIMBatoCh MOTCHINAI-UYBCTBATEIb-
HbeIM KpacureneM di-4-ANEPPS, kortopsrii no6asmsiics B
pacTBOp B KoHIeHTpauuu oT 1 10 20 mM/L B Teuenue ot
HECKOJIbKMX MUHYT JI0 TI0JTydaca B Hadajle SKCIIepUMEHTA.

B Teuenne npogomKUTEIEHOTO SKCIIEPUMEHTA ONTH-
YEeCKHE CUTHAJIBI YXyAIIaINCh U3-3a OTMBIBAHUS KpacuTe-
JI51, YTO BBI3BIBAJIO YXyALLICHNE OTHOILICHNS CUTHAI-IITIyM. B
TaKMX CIy4asX Mbl IPOU3BOAMIN JIOTIOJHUTEIBHYIO MO~
Kpacky cepana. [y ycrpaHeHus COKpaleHni cepra, Ko-
TOpBIE CO3/IAI0T CEPHEZHBIC TPYAHOCTH BO BPEMSI ONITHYEC-
KHX U3MEpeHuii, B pactBop Punrepa nodasisuicst 15 mM/L
2,3-butanedione monoxime. OnTndeckne N3MEPEHHUs I10-
TEHIMaJIA ICHCTBUS IPOBOAMINCH B pailOHE STIMKApP/a BOK-
PYT CTUMYJIHPYIOIIETO 31eKkTposa (cM. puc. 1). Xapaxrep-
HBII pazMmep 00JacTu M3MepeHust (MOJIs 3pCHHST ONTHKH)
0611 4x4 nm 5X5 MM.

diryopecrieHTHBIE N3MEPEHUs! TIPOBOAMINCH TIO Clle-
nytomiedt cxeme (cM. puc. 2). @ayopodop di-4-ANEPPS
(Molecular Probes, USA) B030y>mancsi CBETOM, KOTOPBIi
TeHepHpOBaICs CTAOMIBHBIM HCTOYHHKOM CBETa ITOCTOSH-
HOT'0 TOKa, (PHUIIETPOBAJICS HHTEP(HEPEHIIMOHHBIM (PHIIETPOM
¢ nosiocoit npomyckanus 520+45 HM, oTpakalics JUXPOU-
YECKHUM 3€PKaJIOM C JUIMHHOM BOJIHBI MPOIyCKaHus >585
HM ¥ (QoKycupoBaJicst JIMH30M Ha oObekre. [locie sToro
(ryopecueHust, reaepupyemast Gprryopodopom, codupanack
C TIOMOIIBIO TOH € JIMH3BI, IPOXO/IMIIA OIISITh YePe3 TOXKE
camoe TUXPOHYECKOE 3ePKAJI0 M JOMOIHUTEIBEHO (DHIIBTPO-
BaJIach (UIBTPOM, MPOITYCKAIOUIMM TOJIBKO JUTMHBI BOJIH
BoIme 610 aM. [lanee, duryopecueHIus perucTpupoBaiach
MaTpureil u3 256 GoToANONOB, PACIOIOKECHHBIX B BUIC
kBajpara 16x16 anemeHToB. @OTONMOABI TEHEPUPOBAIH TOK,
KOTOPBIH oOpaiaincs B HapsDKEHHE, YCHUIINBAJICS JBYMS
KacKaJamMu 256-KaHaJIbHOTO YCHIIUTEIIS M O (POBBIBAIICS
JUIs BU3yalIHM3alMy U 00paboTKM Ha KoMmIbioTepe. boiee
JIeTaJIbHO 3Ta MPOIEAypa ONKUCAHA B HAIlleM HEAaBHEM 00-
30pe Ha PYCCKOM sI3bIKe [29].
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2. Mexanuszmul nonapuzayuu Memopansl 80 epems

MOYeUHol CIuMyIAyuU

2.1. Bupmyanwnuie 31eKmpoosl npu mo4eunoi cmu-

MYIAYUU MUOKAPOA: TUHETHAA MOOETb

bunomenHast MoJenb Cep/ieuHOM TKaHN 3HAYUTEIEHO
ynryomta monnManune MexannsmoB OC cepana. B 1989 rony
rpynmoit nmpod. John Wikswo [35] O6bu1a paccMoTpeHa 3a-
Jada o TouedHoi DC MI0CcKoi JByMEpPHOM MOJIETU Cepiey-
HOW TKaHM, TOTUMHSIONIEHCS OMJOMEHHBIM YPaBHECHHAM
(1)—~(2) ¢ maccuBHBIME MOHHBIMHU TOKaMH. BBIIIO TTOKa3aHO,
YTO TIOCJIC MPHUIIOKEHUSI TOUCYHOTO CTUMYJIa BOJIN3H CTH-
MYIIUPYIOIIETO 3JIEKTPOia 00Pa3yrOTCs XapaKTepHas KapTH-
Ha CMEXHBIX 001acTe AenoIspru3auy 1 TUIIEPIIOIsIpH3a-
LIUH KaK pe3yJIbTaT HepaBHOW aHU30TPOIIMU BHE- 1 BHYTPH-
KJIETOYHOTO MPOCTPaHCTB (cM. puc. 3AB). DT0ii Xapakrep-
HOH (popMBI 00NIaCcTH NOJISPHU3ALMH B BUJIE «coOaubel Koc-
mm» (dog-bone shape) He HabrOMAaETCS B CITydyae, €CIIH OT-
HOUIECHUSI IIPOBOANMOCTEH ISl STUX BHYTPH- U BHEKIIETOU-
HOTO IIPOCTPAHCTB OINHAKOBOE (CITy4ail paBHOI aHU30TPO-
UK 000X MPOCTPAHCTB) — Touka DC TOTIA TPOCTO OKPY-
KEHa SIUTUTICOM PaBHOMEPHO CIa Iafolel Aenonspu3aun/
THIICPIONISIPU3AIIMN IPU KaTOHOM/aHOAHOM cTuMmyie [36].

Takum oOpa3om, HepaBHAsE AaHU30TPOIHS IBYX MPO-

CTpaHCTB 00yCIIOBIMBACT 00pa30BaHNE CMEKHBIX 00IacTel
MIPOTUBOIOJIOKHON MOISIPU3ALIUH, TIOJTyIHBIINX HAa3BaHHUE
BUPTYaJIbHBIX AHOJOB (THIIEPIIOISPU3ALINS ) U BUPTYAIBHBIX
KaTo10B (JIeTossipu3aLiyst). ITo onpe/ielIeHIe BUPTYaIbHBIX
3JIEKTPOJIOB CHPABEUIUBO JJISI CTUMYJISIIAH SJIEKTPUUCCKH-
MU HOJISIMH JII000H MPOCTPAHCTBEHHOM KOH(HUTypaimu, a
He ToibKo 1pH TouedHoi DC. [TonoxurenbHas 4acTh QyHK-
LINM aKTUBALIMH COOTBETCTBYET BUPTYAJILHOMY KaTO.Y, TaK
KaK OHa IPUBOJIUT K JICTIOJIIPU3ALIAH, B TO BPEMsI KaK OTPH-
LaTesbHast 4acTh (PyHKIUH AKTHBALMH COOTBETCTBYET BUP-
TyaJIbHOMY aHOJTY, BBI3BIBAIOIIEMY T'HIIEPIIOJIPU3ALIHIO.

OmnucaHHBIE PE3yIBTATH IPEUIOKHIN YOS U TEIFHOS
oObsicHenue (eHoMeHy aHomHOoW DC, KOTOPYI0 HE MOINIH
OOBSICHUTH B paMKax KJIACCHYECKOH TEOPUH, OCHOBAaHHOU
Ha ka0OenpHOM ypaBHeHHH. COIIaCHO 3TOH TEOPHH, aHOA-
Hast OC runeprnoisipusyeT TKaHb HEMOCPEACTBECHHO IO
3NIEKTPOJIOM, YTO CTABUIIO B TYMHK MHOTHE ITOKOJICHUS NC-
cienoBaTeseld, He MOHUMABIINX, KaK THIIEPIIOSPU3AINs
MOXKET BBI3BAaTh B KOHEUHOM HTOTEC ITOTCHIUAI JICHCTBHS,
HaOJTIOaBIIMICS SKCTIEPUMEHTAIILHO. bruoMennas reopus
TI0Ka3aJjia, YT OJHOBPEMEHHO C BUPTYaJIbHBIMH aHOJIOM (TH-
TIepoJIsipU3aIeii) BO3JIe AEKTPO/a CYIIECTBYIOT BUPTY-
aJbHBIC KaTo/(bl HA HEKOTOPOM PACCTOSTHUU OT HETO BJOJb
HarpaBJIeHHs BOJIOKOH (CM. CBETIIbIe 00JacTH Ha puc. 3B).
VIMeHHO B 3THX 00NacTsIX pa3BUBACTCS ACHOJISPU3ALNS, H,
TIPU T0CTATOYHOM HHTEHCUBHOCTH CTUMYJIA, BO3MOYKHO J10-
CTIDKEHHE 1TOpora Bo30YKJCHUS C MOCIeIyIOIeH akTHBa-
uMed cepAeyHOM MBILLIIBL.

l'umoresa BUPTyaIbHBIX AIIEKTPOJIOB MOIy4MIIa Oiec-
TsIIIeE TOATBEPIKICHNE B 3KCIIEPHUMEHTAX C UCITOIb30BaHU-
eM (ITyOpeCIeHTHBIX KpacuTeNeH UIsi KapTHPOBAHMUS TPAHC-
MEeMOpPaHHOTO TTOTEHIMAla Ha MOBEPXHOCTH JMHKApIa BO
BpeMsi MOHOTIOJISIpHOH (cM. puc. 3) [37-39] n Gunonsproit
(cMm puce. 4) OC [33, 40]. DTOT COBMECTHBIH ycrex Ouo-
MEHHOW MOJIeNN U (PIyOpECHEHTHON TEXHUKH JIaJl TOTYO0K
MHTEHCUBHBIM nccnenoBanisiM OC u neuodpmusinum B
paMKax JaHHOW KOHIIENIMY. B yacTHOCTH, OBIIO 1TOKa3aHO
TEOPETHIECKH, UTO JJIsI TACCUBHON MOJICITH I€OMETPHSI BUP-
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TYaJIbHBIX JICKTPOIOB HE 3aBUCUT OT CHJIBI TOKa, a OTIpeie-
JSIETCS! JINIIb 3HAYCHUSMH IIPOBOANMOCTEH, XapaKTepu3y-
omux cpeny [41]. OTHOmEHHE MAKCHMYyMOB 3HAYEHHS
TpaHCMEMOPaHHOTO MOTEHIMAa B 00JAcTsIX IPOTHBOIIO-
JIOKHOH morsipHOCTH paBHO 10:1, HO OBICTPO CHIDKACTCS
70 3:1 ¢ yBeaW4YeHUEM pa3Mepa CTUMYJIHPYIOIETO dJIeK-
Tpoaa [42]. IMeHHO nocseiHee OTHOLIEHHE aHOJHOTO K Ka-
TOTHOMY TTOPOTOB BO30YIMMOCTH ITpu TodedHoi DC Habro-
JlaeTcs B OKCIeprMeHTe. Beruncienns Ha OCHOBE OMIOMEH-
HOW MOJIEJIN B TPEX U3MEPEHHSX C yIETOM HAJIMIHSI OMBIBa-
IoLIel CTEHKH cepia >KUAKOCTH (KpOBH) MOKa3ajH, 4ToO
KHUJIKOCTH ocnabmseT 3 (GeKT BUPTYaIbHBIX JIEKTPOIOB,
CHIKAasl aHU30TPOIINIO BCIICICTBHE BHICOKOHM IIPOBOMMOC-
TH KpoBH [36]. OqHako, TpedyeTcs NpOBECTH MaTeMaTHiec-
koe MozienpoBanue DC Ha OoJree peancTHIeCKIX TeOMeT-
PUSIX MHOKap/a.

2.2. Henuneitnas mooynayusa upmyaiabHbIX 1€K-

mpooos

BupryasbHble 37eKTpo/Ib! ObUIN MPEACKa3aHbl Ha OC-
HOBE JINHEWHOM ITaCCUBHOM OMIOMEHHOI Moenn. Paccmor-
perne OC Kak TUHAMHYECKOTO IPOLECcca ¢ yUYeTOM HEllH-
HEHHBIX CBOMCTB MOHHBIX KaHAJIIOB BHOCHUT 3HAYNTEIIbHBIC
JIOTIOJTHEHUS B TIEPBOHAYAIIBHO MPOCTYIO KapTUHY. Peakims
TKaHN Ha DC CTaHOBUTCS aCHMMETPHUYHOH B CIIy4ae TOKOB
pa3nmaHO mossipHOCTH. Hanpumep, amst cnabbIx mMozro-
POTOBBIX CTHMYJIOB, ITPUIOKEHHBIX B IEPHOJ] TUACTOIbI,
LEHTpaJIbHAs! 00J1aCTh BUPTYAJILHOTO KaTO/a 3HAYMTEIHEHO
Oortb1Ie 10 pazMepy, 4eM 00IacTb BUPTYaIbHOTO aHO/A BO
BpeMst aHoztHOHM DC (cMm. puc. 5) [43]. Dtot heHomeH 00yc-
JIOBJIEH HENTMHENHOCTBIO KAJIHEBBIX KaHAJIOB |, |, OTBETCTBEH-
HBIX 3 [TOJ|JIepKaHie TPAHCMEMOPaHHOTO ITOTEHIIHAIA TT0-
kos1. [TogoOHast acuMMeTpHs, HO YK€ B CTOPOHY YCHIICHHS
runepnonsspusaniy, Habmonaercst npu C Bo BpeMs (a3bl
ILIaTO, KOT/1a OCHOBHYIO POJIb HTPAIOT KAJIBI[HEBbIC HOHHBIE
KaHasbl [44-46]. MexaHU3Mbl HOHHOM MOAYJISILIMMA U3MEHE-
HUH TpancMeMOpaHHoro roteHuana npu 9C 10 CUX 1op
€I1Ie TII0XO ITOHSATHBI U SBJISIOTCS TEMOW TEKYILINX UCCIIE0-
BaHUI1 HaIIeH 1abopaTopum.

3. Mexanuszmpl 2eHepayuu omeema Ha CIMUMYI 6

6ude pacnpoCcmpansou|ezocs nNOMenyuana oeii-

cmeus

3.1. lea mexanuzma cmumynayuu: «make» u

«breaky»

[TpuknaapIBas HIEKTPUIECKUI IMITYIIbC K CEpACIHON
TKaHH, KOTOPasi HAXOJMUTCS B PA3JIMYHBIX COCTOSHUSIX BO3-
OyanuMocTH UK pepaKkTepHOCTH, COOTBETCTBYIOIIHNX Pa3-
JWYHBIM (pa3aM MOTEHIMAala ACHCTBHUS, MOKHO 3aMETHTh,
YTO aKTUBALMSI BCIICACTBUE IPUIIOKEHHOTO HMITYIIbCA ITPO-
HCXOINT JINO0 B HAYAIBHBII MOMEHT BKJIFOUCHUS HMITYJIb-
ca, 1100 B MOMEHT Cpa3zy ITOCIIC €ro OTKIIIOUeHNUS (CM. pHC.
6) [47].

OTH J1Ba pEKUMa, U3BECTHBIC OKOJIO IOJYBEKa, Kak
«make»- u «break»- BO30yKIeHIE COOTBETCTBCHHO (make-
and break- excitation) (cM. puc. 6) ObLTH HEABHO 0OBSICHE-
HBI KaK TeopeTHueckH [48], Tak 1 dKCriepuMeHTalnbHO [37],
B paMKax OMJOMEHHON MOJEIIH.

Make—pexxum BMeeT MecTo B ciydae, KOoraa KaToi-
HBII WM aHOJHBIM UMITYJIEC IPHUKIIABIBACTCS K TTOTHOC-
TBIO BO30Y/IMMOI TKaHM, HAXOJSIIEHCS B IEPHOJIE THACTO-
JI6I (CM. cXeMy B IIpaBOM BepXHeM yrity puc. 6). IIpu nocra-
TOYHOM YPOBHE JICTIOISIPU3ALUH B 00JIaCTH BUPTYaIbHOTO
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KaTo/a KJIETKH JOCTHTAIOT ITOPOTa M BBI3BIBAIOT POXK/ICHHE
BOITHBI aKTUBAIMH (M. puc. 7AB). Dta BoHa Oosee BBITS-
HyTa BJIOJIb HAIIPABJICHHsI BOJIOKOH TIPH aHOJHOM make-ak-
TUBALUH, & TIPH KaTOJHOM nMmeeT 0ojee KpyroByio (hopmy.
Benble muHNM HA pHc. 7 ITOKa3bIBAIOT OCIIEA0BATEIBHOCTh
pactpocTpaHeHust HpoHTOB BO30YyXJIeHMS IpU make-cTH-
MYJISIIHH.

Ecnu anexTpuueckuii nMITysIbe IpUIIOKEH K cepred-
HOW TKaHW B COCTOSTHHM PEPpPaKTEPHOCTH, TO HHKAKOTO
(poHTa BO30OYKACHHSI HE BOSHUKHET B MOMEHT BKITIOUCHUS
nmiysbea (M. puc. 7CD). Onnako, B 00acTé BUPTyaib-
HBIX aHOJIOB, KOTOPAsi OTHOCUTEIBHO T'MIIEPIOJIIPU30BaHa,
MIPOM30MIET pe-aKTUBALNUS KIETOK, BBI3BIBAIOIIAS BOCCTA-
HOBJIEHHE BO30yanMocTH. ITociie OTKITIoueHNS HMITYITbca 9TH
KJIETKH BO30yIsITCs B pe3yibrare 1uddy3nu moTeHnuana n3
OnM3IexKAMNX Ao PU30BAHHBIX 00J1acTel BUPTYAJIbHBIX
KaToZI0B, CO3/1aBasi TAKMM 00pa3oM cyOcTpar 1is IepBOHa-
YaJIbHOTO PaclpOCTPAHEHHUS BOJIHEI BO30OYkaeHus. K Tomy
BPEMEHH, KOT/Ia BOJIHA ITPOH/ET yepe3 00acT BUPTYyaib-
HBIX aHOJIOB, U3HAYAJIbHO pe()paKkTepHast TKAaHb CTAHET BO3-
OyAnMO# CHOBa M BOJIHA MTPOJOJDKHUT PACIIPOCTPAHSTCS BO
BCEX HaIPABJICHUSX.

Takum 06pa3om, mpu make-Bo30yKICHUN aKTHBAIUS
MIPOUCXOIMT OT BUPTYaJIbHBIX KaTOJIOB CPa3y B MOMEHT ITOC-
JIe IPWJIOKEHHS CTUMYJIa, a TIpH break-Bo30y K JHUU BOJTHA
Ha4YMHAET PACIPOCTPAHSIETCS 110 BUPTYAIbHBIM aHOJaM He-
MIOCPEACTBEHHO TOCIIE BBIKITIOUEHHSI CTUMYJIA.

3.2. Yempanenue break-6030yscoenus ¢ nomoubio

GHINPAMUMENS MOKA

B Hammx HegaBHUX SKCIEPUMEHTAX MBI TIOITBEP/IH-
71 naHHble Jadoparopun Wikswo o Bo3MOXKHOCTH make n
break Bo30yxmenus [33]. Boree Toro, MeI cymenu o0Obsic-
HUTH Taxoke HaOmonenus Hoffman [47], koTopbrit mokaszad,
410 break Bo30yx/IeHNE BO3MOKHO HE TOJILKO MOCIIE [UTHH-
HOTO CTHMYJIA, JUTSIIErocs Ooiee CTa MIJITHUCEKYH, HAuH-
Hast ¢ pehpakTepHOit Ppasbl, HO U IPH OTHOCUTEIBHO KOPOT-
KHX INaCTONNYECKUX cTuMyax (cM. puc. 8C).

B namei HemaBHel nmyOnmukanuu [33] MBI ToKa3and,
YTO CHJIbHBIC HAAIIOPOTOBBIC KAaTOAHBIC MMITYJIbCHI BBI3bI-
BAIOT BOBHUKHOBEHHE U paciipocTpaHeHust ppoHTa BO30YXK-
JICHUS TIO BCEMY TIEpUMETPY LEHTPAIBHON 00JIacTH JIeTo-
nsipu3annu B popme «cobaubeild KocTn». OIHAKO MOHIKeE-
HHUE MHTEHCUBHOCTH CTUMYJIA 10 OKOJIO-IIOPOTOBOM MpUBE-
JI0 K BO3HUKHOBEHHIO (ppOHTA BO30OYKICHHUS TOIBKO B 00-
JIaCTH TUHEPIOJISIPU3AINT, YTO COOTBETCTBYET break-Bo3-
Oy>XKICHHIO, KaK OHO omrcaHo Wikswo i JUTHHHBIX CHC-
TONMYECKNX UMITybCoB. Bmecte ¢ Tem Hoffman mpusén
HaOITFOJICHUS, KOTOPBIE TAK)KE MOTYT OBITh 00BsICHEHBI break-
BO30YXJICHHEM, HO ITPH KOPOTKUX TUACTOINICCKUX NMITYITh-
cax. B aToM ecTh HEKOTOPBIIT TapaioKe, Tak Kak HaOIo/e-
nust Hoffman He moaTBepskaeHb! HE3aBUCHMBIMH HCCIIEI0-
BaHUSIMH.

Hamre nanpHeliniee n3ydeHne 3Toro Bopoca npuse-
J0 X moxaTBepxkacHuro Habmonenuit Hoffman (cMm. pwuc.
8AB). Onnako, n3Mepennst GOpMbI UMITYJIbCA TOKA W Ha-
NIPSDKEHHS], TIPOM3BOANMOI0 TEHEPATOPOM TOKa, MOKa3aJn
410 (hopMa UMITyJIbCa TOKa Ondasznas. iMmyibe He mpekpa-
IIaeTCs C BHIKIIIOYEHUEM I'eHeparopa. 3a HUM CIIEAYeT IKC-
MOHEHIMAIBHBIH Pa3psii IPOTHBOIIOIOKHOTO 3HAKa, BO3HU-
KaloIeH n3-3a MoIIpU3aiy CTUMYIHPYIOIIETO 3IEKTPOIa.
Puc. 9 mmmrocTpupyer, uto B 1aHHOM citydae break-Bo30yx-
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JICHUE SIBIISICTCS CICACTBHEM IONSPU3ALUH AJIEKTPOIa, U
MOXET OBITh YCTPAHEHO C IMOMOILBIO BBIIPSIMHUTEIS TOKA,
NpPeIOTBPALIAONIETO BOSHUKHOBEHHMS THKOBOTO UMITYIIbCA
TOKa BO BPEMsI OTKITFOYCHHS HCTOYHHKA. BBIpsMUTEIH TOKA
B HAIIMX MCCIICIOBAHUAX ObUI C/ICNIaH U3 SAUHUYHOTO JIHO-
11, KOTOPBIA MPeoTBpaLiall BXO TOKa B BBIXOJ FEHEPATO-
pa, HAXOASIIEroCsl B HEAKTUBHOM COCTOSTHUH. Takum oOpa-
30oM napasioke Hoffman 6su1 paspemén. OH sBiseTcs cien-
CTBHEM CBOICTB HOJISAPU3YIOLIMXCS MATEPHUATIOB U3 KOTOPBIX
W3TOTOBJICH CTUMYJTUPYIOIHH IEKTPOSI.

Ot0T 3(h(heKT NMeeT BaXKHOE KIMHUUECKOE 3HAUYCHHE,
TaK KaK aHaJIOTMYHbIe M3MepeHuUst (POPMbI UMITYJIbCa HAOMIO-
JAK0TCS Ha KIIMHUYECKUX AIIEKTpoaax. Mbl 3anucainy 3Ha-
YHUTEJIbHBIC TUKKA TOKA BO BPEMs OTKIIFOYCHHS HMITYJIbCa C
HCTIONB30BaHUEM dMeKTpoaa Gupmbl Medtronic (cM. puc.
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10). DToT «pa3psim» NOISIPU3AINH TOCIIC BEIKITIOYCHUS TOKA
AIIEKTPOJIa BHI3BIBACT YMCHBIIICHHE aHOIHOTO [TOpOTa BO3-
Oy)KIeHUs, TaK Kak KaTomHoe break-Bo30y>KICHHE UMEET
OoIree HU3KHH TOPOT YeM aHogHOe make-Bo30yKIcHHE.

3aknrouenue

TeopeTmyeckre 1 SKCIIEPUMCHTATBHBIC UCCIICIOBAHUS
HMOHHBIX ¥ MPOCTPAHCTBCHHBIX MEXaHU3MOB BO30YKICHHS
Cep/IIIa Mol BO3ACHCTBUEM IEKTPHUCCKAX UMITYIBCOB I10-
JIYYHIIH 3HAYUTEITBHOE Pa3BUTHUE B ITOCIIEIHEE JCCATUIICTHE,
Oaromapsi MUPOKOMY MPHUMEHEHUIO OMIOMEHHOHN TEOpHU
1 QIyOpECIICHTHOW METOIMKH 3allFCH TPAHCMEMOPaHHOTO
moreHImana. boiee rirybokoe moHnManue (GpyHIaMCHTAIb-
HBIX MEXaHU3MOB BO30YKICHUSI HEOOXOAUMO IS CO3IAHHS
Oollee COBEPIICHHBIX MMIDIAHTUPYEMBIX CTUMYIATOPOB U
CHHXPOHHU3ATOPOB BO30YKICHUS CEPALIA.

JINTEPATYPA

1. Swammerdam J., Biblia Naturae. Leyden: H.Boerhaave;
1738.

2. Galvani L. De Vibribus Electricitatis in Motu Musculari.
Commentarius. De Bononiesi Scientarium et Ertium Insti-
tuto atque Academia Commentarii 1791;7:363-416.

3. Hoffa M., Ludwig C. Einige Neue Versuche Uber Herz-
bewegung. Zeitschrift Rationelle Medizin 1850; 9: 107-44.
4. Davila H.V., Salzberg B.M., Cohen L.B., Waggoner A.S.
A Large Change in Axon Fluorescence That Provides a
Promising Method for Measuring Membrane Potential. Nat
New Biol 1973; 241 (109): 159-60.

5. Dillon S.M. Optical Recordings in the Rabbit Heart Show
That Defibrillation Strength Shocks Prolong the Duration
of Depolarization and the Refractory Period. Circulation
Research 1991;69(3):842-56.

6. Efimov L.LR., Cheng Y.N., Biermann M. et al. Transmem-
brane Voltage Changes Produced by Real and Virtual Elec-
trodes During Monophasic Defibrillation Shock Delivered
by an Implantable Electrode. Journal of Cardiovascular Elec-
trophysiology 1997;8:1031-45.

7. Muler A.L., Markin V.S. Electrical Properties of Aniso-
tropic Neuromuscular Syncytia. I. Distribution of the Elec-
trotonic Potential. Biofizika 1977; 22 (2): 307-12.

8. Muler A.L., Markin V.S. Electrical Properties of Aniso-
tropic Neuromuscular Syncytia. II. Distribution of a Flat
Front of Excitation. Biofizika 1977; 22 (3): 518-22.

9. Muler A.L., Markin V.S. Electrical Properties of Aniso-
tropic Neuromuscular Syncytia. III. Steady State of the Front
of Excitation. Biofizika 1977; 22 (4): 671-5.

10. Tung L. A bidomain model for describing ischemia
myocardial DC potentials. Ph.D. dissertation. Massachusetts
Institute of Technology; 1978.

11. Henriquez C.S. Simulating the Electrical Behavior of
Cardiac Muscle Using the Bidomain Model. Crit Rev
Biomed Eng 1993; 21: 1-77.

12. Krinsky V.I., Biktashev V.N., Pertsov A.M. Autowave
Approaches to Cessation of Reentrant Arrhythmias. Ann N
Y Acad Sci 1990; 591: 232-46.

13. Noble D. The Initiation of the Heartbeat. Oxford: Clar-
endon Press; 1975.

14. Geselowitz D.B., Miller W.T. 3. d. A Bidomain Model
for Anisotropic Cardiac Muscle. Ann Biomed Eng 1983; 11
(3-4): 191-206.

15. DeBruin K.A., Krassowska W. Electroporation and

Shock-Induced Transmembrane Potential in a Cardiac Fi-
ber During Defibrillation Strength Shocks. Ann. Biomed Eng
1998; 26 (4): 584-96.

16. Skouibine K., Trayanova N., Moore P. A Numerically
Efficient Model for Simulation of Defibrillation in an Ac-
tive Bidomain Sheet of Myocardium. Math.Biosci. 2000;
166 (1): 85-100.

17. Beeler G.W., Reuter H. Reconstruction of the Action
Potential of Ventricular Myocardial Fibres. J.Physiol.(Lond.)
1977; 268 (1): 177-210.

18. Luo C.H. and Rudy Y. A Model of the Ventricular Car-
diac Action Potential: Depolarization, Repolarization, and
Their Interaction. Circ Res 1991; 68 (6): 1501-26.

19. Luo C.H. and Rudy Y. A Dynamic Model of the Cardi-
ac Ventricular Action Potential. I. Simulations of Tonic Cur-
rents and Concentration Changes. Circ Res 1994; 74 (6):
1071-96.

20. Luo C.H. and Rudy Y. A Dynamic Model of the Cardi-
ac Ventricular Action Potential. Ii. Afterdepolarizations,
Triggered Activity, and Potentiation. Circ Res 1994; 74 (6):
1097-113.

21. Noble D. The Initiation of the Heart Beat. Advance-
ment of Science 1966; 23 (114): 412-8.

22. Rattay F. Ways to Approximate Current-Distance Rela-
tions for Electrically Stimulated Fibers [Published Erratum
Appears in J Theor Biol 1987 Oct 21;128(4):527]. ]
Theor.Biol. 4-7-1987; 125 (3): 339-49.

23. Sobie E.A., Susil R.C., Tung L.A Generalized Activat-
ing Function for Predicting Virtual Electrodes in Cardiac
Tissue. Biophysical Journal 1997; 73 (3): 1410-23.

24. Frazier D.W., Wolf P.D., Wharton J.M. et al. Stimulus-
Induced Critical Point. Mechanism for Electrical Initiation
of Reentry in Normal Canine Myocardium. J.Clin.Invest.
1989; 83 (3): 1039-52.

25. Kanisley S. B., Trayanova N., Aguel F. Roles of Electric
Field and Fiber Structure in Cardiac Electric Stimulation.
Biophys.J 1999; 77 (3): 1404-17.

26. Optical mapping of cardiac excitation and arrhythmias.
Armonk, NY: Futura Publishing; 2002.

27. Mason W.T. Fluorescent and Luminescent Probes for
Biological Activity: A practical Guide to Technology for
Quantitative Real-Time Analysis. 2nd ed. San Diego: Aca-
demic Press; 1999.

28. Mason W.T., Fluorescent and Luminescent Probes for

BECTHUK APUTMOIJIOI'NH, Ne 26, 2002



Biological Activity: A practical Guide to Technology for
Quantitative Real-Time Analysis. San Diego: Academic
Press; 1993.

29. Efimov L.R., Sidorov V.Y. Optical Mapping of the Car-
diac Electrical Activity. Kardiologiya 2000; 40 (8): 38-52.
30. Dillon S., Morad M.A New Laser Scanning System for
Measuring Action Potential Propagation in the Heart. Sci-
ence 1981; 214 (4519): 453-6.

31. Efimov L.R., Huang D.T., Rendt J.M., Salama G. Opti-
cal Mapping of Repolarization and Refractoriness From In-
tact Hearts. Circulation 1994; 90 (3): 1469-80.

32. Windisch H., Ahammer H., Schaffer P. et al. Optical
Multisite Monitoring of Cell Excitation Phenomena in Iso-
lated Cardiomyocytes. Pflugers Archiv - European Journal
of Physiology 1995; 430 (4): 508-18.

33. Nikolski V.P., Sambelashvili A.T., Efimov I.R. Mecha-
nisms of Make and Break Excitation Revisited: Paradoxical
Break Excitation During Diastolic Stimulation. Am.J Phys-
iol Heart Circ.Physiol 2002; 282(2) :H565-H575.

34. Efimov L.R., Cheng, Y.N., Biermann M., et al. Trans-
membrane Voltage Changes Produced by Real and Virtual
Electrodes During Monophasic Defibrillation Shock Deliv-
ered by an Implantable Electrode. Journal of Cardiovascu-
lar Electrophysiology 1997; 8: 1031-45.

35. Sepulveda N.G., Roth B.J., Wikswo J.P. Current Injec-
tion into a Two-Dimensional Anisotropic Bidomain. Bio-
physical Journal 1989; 55 (5): 987-99.

36. Latimer D.C. and Roth B.J. Effect of a Bath on the Epi-
cardial Transmembrane Potential During Internal Defibril-
lation Shocks. IEEE Trans.Biomed.Eng. 1999; 46: 612-4.
37. Wikswo J.P,, Lin S.-F., Abbas, R. A. Virtual Electrodes in
Cardiac Tissue: a Common Mechanism for Anodal and
Cathodal Stimulation. Biophysical Journal 1995; 69:2195-210.
38. Neunlist M. and Tung L. Spatial Distribution of Cardi-

96

ac Transmembrane Potentials Around an Extracellular Elec-
trode: Dependence on Fiber Orientation. Biophysical Jour-
nal 1995; 68(6): 2310-22.

39. Knisley S.B. Transmembrane Voltage Changes During
Unipolar Stimulation of Rabbit Ventricle. Circulation Re-
search 1995; 77 (6): 1229-39.

40. Nikolski V., Efimov I.R. Virtual Electrode Polarization
of Ventricular Epicardium During Bipolar Stimulation. J
Cardiovasc Electrophysiol 2000; 11 (5) :605.

41. Henriquez C.S. Simulating the Electrical Behavior of
Cardiac Muscle Using the Bidomain Model. Crit Rev
Biomed Eng 1993; 21: 1-77.

42. Patel S.G., Roth, B.J. How Electrode Size Affects the
Electric Potential Distribution in Cardiac Tissue. IEEE
Trans.Biomed.Eng 2000; 47 (9): 1284-7.

43. Nikolski V.; Sambelashvili A.; Efimov I.R. Evidence of
virtual electrode polarization during subthreshold stimuli.
Circulation 104[17], II-4. 2001.Ref Type: Abstract

44. Zhou X., Smith W.M., Rollins D.L., Ideker R.E. Trans-
membrane Potential Changes Caused by Shocks in Guinea
Pig Papillary Muscle. Am J Physiol 1996; 271: H2536-46.
45. Fast V.G., Rohr S., Ideker R.E. Nonlinear Changes of
Transmembrane Potential Caused by Defibrillation Shocks
in Strands of Cultured Myocytes. Am.J Physiol Heart Circ
Physiol 2000; 278 (3): H688-H697.

46. Efimov I.R. A Shocking Experience: lonic Modulation
of Virtual Electrodes in Defibrillation. Circulation Research
9-15-2000; 87(6): 429-30.

47. Hoffman B.F., Cranefield P.F. Electrophysiology of the
Heart. New York: McGraw-Hill; 1960.

48. Roth B.J. A Mathematical Model of Make and Break
Electrical Stimulation of Cardiac Tissue by a Unipolar An-
ode or Cathode. IEEE Trans Biomed Eng 1995; 42 (12):
1174-84.

BECTHHUK APUTMOIJIOI'NH, Ne 26, 2002



