Jexnusa 18
MOIEJIN PACITPOCTPAHEHUS HEPBHOI'O UMITYJIBCA.
ABTOBOJIHOBBIE ITPOLHECCHI U CEPJIEYUHBIE APUTMUH

Pacnpocmpanenue nepsnozo umnyavca. Onvimol u moodens Xoouxkuna-Xaxciu. Pedyyuposannas
mooenv DumyXoro-Hazymo. Bozoyoumsiii snemenm JnokanvHoll cucmemsl. [loonopocosoe u
Haonopozogoe 8030yxcoeHue. bezywue umnynvcol. [lemanvHvie Mmodenu KapOUOYUmMos.
Axcuomamuveckue moodenu 8030y0uMoll cpedvl. A8mMoB0IHOGblIe Npoyeccvl U cepoeyHbvle

apummuu



HepBHasi cuctema BBICHIMX JKHBOTHBIX OOECHEUMBACT COTJIACOBAHHYIO JAEATEIBHOCTD
KPOBEHOCHOM, AbIXaTEJIbHOM, BBIACIUTEILHOM, IBUTaTEIbHOW U APYTUX CUCTEM opraHuzma. OHa
o0ecrieuynBaeT BOCHPUSATHE OpPraHM3MaMU CUTHAJIOB BHEIIHEH cpeabl, co37aBas BO3MOXKHOCTb
ajanTaguy  OpraHu3Ma K UW3MEHEHUSAM YCJIOBMM cpenpl. biiaromaps HepBHOM cucreme
oOecrnieunBaeTcs MCUXUUECKasl 1€ATEIbHOCTD YesioBeKka. OCHOBHBIM CBOMCTBOM HEPBHBIX KJIETOK
ABIISIETCA CHOCOOHOCTh K TPOBEJEHHIO HEPBHOIO MMITyJIbCAa — PacCHpOCTpaHsIOLIEcs o
HEpBHOMY BOJIOKHY 3JIEKTpUYECKOH BOJIHBL. CBOWCTBO MNpOBEACHHsS OOYCIOBJIEHO TEM, UTO
JJIEMEHTApHBI 00beM MeMOpaHbl MPEJICTaBIsAET COOOHM «IOKANbHBIM AKTUBHBIA 3IIEMEHT»,
o0saiaomui CHoCOOHOCTHIO YCUITUBATh MPUXOJAIINM SIEKTPUYECKUI CUTHA.

PacnpocTpaneHne HEpBHOro HMIyJbca — OJUH M3 Hauboyee SPKUX MPUMEPOB
aBTOBOJIHOBBIX ITPOLIECCOB B JKMBBbIX cucTteMax. Eme B cepenune 19 B. 6bu10 OOHAPYkKEHO, UTO
HEpPBHBI UMIYJbC y JATYIIKH paclpocTpaHseTcs 0e3 BUAMMOIO 3aTyXaHHs Ha OoJibline

paccrosiaus (o 10 ecm) (Helmholtz, 1850).

Fenbmroabn I'epman Jlwasur ®@epaunana (von Helmholtz Hermann
Ludwig Ferdinand, 1821-1894) — oauH W3 KpyNHEWIIMX HEMELKHX ECTECTBOMCIIBITATENCH,
pabortan B obmactu (u3MKM, MaTeMaTHKH, (u3nonoruu M mncuxonoruu. B memyapax «O
coxpaneHuu cwibl» (1847) oH BrepBbIe Jajl MATEMATHYECCKYHO) TPAKTOBKY 3aKOHA COXpPaHCHHUSI
SHEPTruH M, MPOAHAIN3UPOBAB OONBIIMHCTBO M3BECTHBIX B TO BpeMs (PH3MUYECCKUX SBICHHI,
yKa3bIBaJl HA BCEOOLTHOCTh ITOTO 3aKOHA. | elIbMIoJIbIl 3aJ10KMI (DYHAMEHT TEOPHH BUXPEBOTO
JIBYDKEHUS JKUIKOCTH, BBICKA3al U0 00 aTOMapHOM CTPOEHHUM 3JIEKTPUYECTBA, OOHAPYKHUI U
U3MEPUIT TETNIOOOpPA30BAHKME B MBIIIIE TEPMOIIEKTPUIECKAM METOJIOM, pa3paboTan ydeHHe O
I[BETOBOM 3PEHUH, TIOCTPOMJI MOJENb YyXa, pa3paboTas oQTaIbMOCKON, ITO3BOJSIOIINHI

HaGJ’IIOI[aTI) T1a3HOC OHO, U CAcJIa]l OTPOMHOC KOJIMYCCTBO APYTIUX HAYYHBIX OTKpBITHﬁ.

I'. TenbMromsll BOEpBhie U3MEPUIT CKOPOCTh PACIIPOCTPAHEHUs BO3OYXKICHUS B HEPBAX —
B onbiTax Ha jsrymke (1850), a B 1867-1870 r. coBmecTHO ¢ pycckuM yueHbiM H. Bakctom — y
YeNIoBeKa, M OMPEICIIUI YCIOBUS MOPOTOBOM AIIEKTPUYECKON CTUMYJISIIIMA HEPBHOTO BOJIOKHA.
OH Takxe caenay MepBYH 3KCHEPUMEHTAIbHYIO MOMNBITKY OMNPEIEIUTh PUTMHUKY HMITYJIbCOB,

MOCHIJIACMBIX MO3IOM K MbIIINIE, U ONPCACINII NIEPUOa MBIIICUHOMN PCaku Ha pasgpa>KCHHUC



opraHoB 4yBcTB. B mabGopatopuu I'enbmrosblia IpoBOANI CBOU MEPBbIE OMBITHI KPyHMHEHIINM

POCCUNCKHI €CTEeCTBOUCIIBITATENh, OCHOBOIIOJOKHUK PYCCKOH (DU3HOJOTUUECKON  IITKOJIBI

.M. CeuecHoB.

CéuenoB UBan MuxaiisoBuu (1829-1905) - Benukuii pycckuit pusnosor.
B cBoem kmaccumueckom Tpynme «Pedutekchl romoBHoro wmosra» (1863 r.) obGocHoBa
pedIIeKTOPHYIO MPUPOAY CO3HATENBbHON M Oecco3HaTeNbHOUN neaTrenbHOCTH. OTKPBUT SIBICHUS
[EHTPAIHLHOTO TOPMOXKECHHSI, YCTAHOBUJ HAIMYNE PUTMUYECKUX OMOIIEKTPUUECKUX TPOIIECCOB
B IICHTPaJIbHOW HEPBHOW cucTteme. lccrmenoBan AbIXaTenbHYHO (QYHKIHIO KPOBHU. 30K
OCHOBBI (DM3HOJIOTUM TPyJa, BO3PACTHOH, CPAaBHUTEIHLHONW M JBOJIIOIMOHHOW (HHU3HOJIOTHH.

YcTaHOBUII 3aKOH PAaCTBOPUMOCTH I'a30B B BOAHBIX PACTBOPAX 3JICKTPOJIUTOB.

CornacHO TPEICTABJICHUSM, CIOXHBIIUMCA K Hadamy 20 crosieTuss Ha OCHOBE
uccaenoBanuii b.®. Bepuro, 1O. bepumreiina, JI. 'epmMana u apyrux ydeHbIX, BO30YKICHHBIN
y4acTOK BOJIOKHA CTAHOBHUTCS TEHEPATOPOM JJIEKTPUYECKOTO TOKa. DTOT TOK, 3aTekas B
COCETHUE YYaCTKHM HEPBHOTO BOJIOKHA, 3aCTaBIsiET MX B CBOK O4Yepeab T€HEPHUPOBATH TOK,
KOTOPBIM MEepeBOAUT B BO30YKICHHOE COCTOSIHME HOBBIE YYacTKH M T. 1. Takum oOpazom,
HEPBHBIC M MBIIICYHBIC BOJOKHA MO CBOEH AJIEKTPUUECKON MpUpOe MOJ00HBI Kabemto, TO eCTh
NPEJICTABISAIOT COOOH OTHOCHTEIBLHO XOPOIIO MPOBOJSIINKA CepAeYHUK (MpoToIuiazma),
OKPYKCHHBIN 000510uKOi (MeMOpaHa BOJIOKHA) C OOJIBIIAM COMPOTHBICHHEM M OOJBIION
eMKOCThI0. OCHOBHAs poib B (POPMHPOBAHUU M PACHPOCTPAHEHUU HMMITYJIbCA MPHUHAIICHKHUT
MeMOpaHe: eclii U3 HEPBHOT'O BOJIOKHA BBIJIABUTH MPOTOIUIA3MY M 3alOJHUTH €ro 000JO0UKY
(MemOpaHy) MOpPCKOW BOJ/IOH, TO TaKOoe€ HEPBHOE BOJOKHO MOXET B TEUCHHE JOBOJIBHO
JUIUTEJILHOTO BpPEMEHHM TMepeaaBaTh BO30YyKIEHHE. YYacTOK BOJIOKHA BO30YKIaeTcs, Korjaa
Pa3HOCTh MOTEHIHAJIOB IO 00€ CTOPOHBI MEMOPAHBI TOCTUTAEeT HEKOTOPOTO MOPOrOBOTO YPOBHSI.
HNuaue roBOps, pa3HOCTh MOTEHIIMATIOB HAa MeMOpaHe CIYXHUT IMapaMeTpoM, OMPEIeSIOIIUM
BKJIIOUEHUE MEXAHU3MOB T'€HEpaIiK TOKa.

Tonpko uepe3 cTo et mocie pabor [‘enbMroibpiia yJanoCch BBISICHUTH MEXaHH3MBI

reHepalid HEPBHOTO HMITyJIbCa. 3/1eCh OCHOBHOW BKIan BHechau paboTel A. XOMKKHHA U

3. Xakcmu (Hodgkin and Huxley, 1952; XomkkuH,1965).



Xomxxkun Anan Jlnoiin (Hodgkin Alan Lloyd, 1914-1998) — anrnuiickuit
¢dusnonor u O6uodusuk, maypear HobGeneBckoit mpemun mo ¢uszuonoruu u meaunune 1963 r.
(coBmectHO ¢ JI>KOHOM DKICOM W DHAPIO XaKCiM) «3a OTKPBITHS, KAacaroIIUeCcs] HOHHBIX
MEXaHU3MOB BO30OYXKICHHS W TOPMOXCHHS B TEPUPEPUYECKUX M IIEHTPAJIBHBIX yYacTKaxX

HEPBHBIX KJICTOK.

Xakeaun Ouaprw Ouaauar (Andrew Fielding Huxley, pon. 1917) —
aHrmiickuid Helipodusuonor u 6uodusuk, maypear HobeneBckoit mpemun 1o (HU3HOIOTHH U
meauiae B 1963 roxy. EnnHokpoBHBIM Opatom DHapro Obut nucarens Onmgoc Xakciau, aBTop

HU3BCCTHOI'O pOMAaHA-aHTUYTOIINU «O JIMBHBINA HOBBIN MUD».

Wx pabora Oblia BBIMOJIHEHA HA AKCOHE TUTAHTCKOTO KalbMapa, KOTOPBINA MPEICTABISICT
co00il UIMHHYIO HWIMHIPUYECKYIO TPYOKY, OTXOIALIYI0 OT HEWpOHA, 3JIEKTPUUYECKHUM CHUTHAI
pacmpocTpaHsieTcsl BAOJb BHEIIHEW MeMOpaHbl TpyOKH. DTO HEpPBHOE BOJOKHO JOCTUTAeT
tonuabl  0.5-1 MM (4TO B COTHM pa3 MpPEBHIIACT TOJIIMHY HEPBHBIX BOJIOKOH
MJICKOTIUTAIOIINX) U MPECTABISACT COOON O4eHb yI0OHBII 00BEKT /ISl TAKUX MCCIICAOBAHUM.

[ToMMMO SKCHEPUMEHTAIBLHOTO HCCIEAOBaHUA, XOMKKUH M XaKCIW MPEeIIoKUIN
MOJIeJIb, OMUCHIBAIOIIYIO MPOLIECCHl MOHHOTO TPAaHCIOPTa 4yepe3 MeMmMOpaHy U HPOXOXKACHUE
UMITyJIbca TOTCHLIMaNa BAOIb MeMmOpanbl. PabGoTa OpuTaHCKMX ydYeHBIX OblIa yJIOCTOCHA
HoGenesckoit mpemun 1963 r. (BMecTe ¢ capom J[xoHOM DKIIcoM, ABCTpaIusi).

Mexanusm paboThl MEMOpPaHHOTO TeHepaTopa BBINVIIAUT CIAEAYIOIHMM o0pa3zom. B
COCTOSTHUM TIOKOSI MKy Hapy>KHOM MOBEPXHOCTHIO HEPBHOTO BOJIOKHA M HAXOMAIIEHCS BHYTPU

MPOTOIIA3MOM CYIIECTBYeT pPa3HOCTh MOTEHIMANOB, cocTapisitomas npumepHo 60-90 wmB,



NpUYeM MOBEPXHOCTh KJIETKH 3apspKeHa IMOJIOKUTEIBHO 10 OTHOUICHHIO K MPOTOIUIa3Me. JTa
Pa3sHOCTh MOTEHIMAJIOB HA3bIBACTCS nomenyuanom nokos. OHa 00yCIIOBICHA T€M, YTO HMOHHBIN
COCTaB MPOTOIIJIa3Mbl HEPBHBIX U MBIIICYHBIX KIETOK CHJIBHO OTIMYAETCS OT MOHHOTO COCTaBa
OKpY>Kalollel BHEKJIETOYHOM KHUJIKOCTH; B MPOTOILIa3Me KOHLIEHTpalus noHoB Kaius B 30—50
pa3 Goube, a noHOB HaTpust — B 10 pa3 MeHblIe, YeM CHapYKH.

[TonoxnuTenbHO 3apsKEHHBIE HOHBI Kallus, BEIXOAS Yepe3 KIETOUHYI0 MeMOpaHy HapyxKy,
CO3MAI0T MOTEHIMaN MOKos. MoHbl HaTpusi (3apspKEHHBIC TOXKE IMOJOXKUTEIBHO), TPOXOIsS B
00paTHOM HampaBJIEHUH, CO3JIAIOT MPOTUBOIOIOXKHBINA 3(p(PeKT, HO Tak Kak B COCTOSHUM MOKOS
MeMOpaHa 3HAYMTENILHO OoJiee TpPOHMIAeMa I Kalus, 4eM JUIs HaTpHsl, MEepPBBIA Mporecc
JOMHHHUPYET, U B pe3yJIbTaTe BO3HUKACT yKa3aHHAs BBIIIE PAa3HOCTH IOTECHIIHAJIOB.

Korma memOpaHa mnepexomuT B BO30YKICHHOE COCTOsiHHE (TIOJ BIHMSHHEM BHELIHETO
BO3JICHCTBUS, BO30OYXKICHHsI COCEIHUX YYaCTKOB MEMOpaHbI U T. 1) U30MpaTelbHbIM 00pa3om
MEHSIETCSI €€ MPOHHUIIAEMOCTh IS pa3IMyHBIX HOHOB. CHayana MpoOUCXOAUT PE3KOE YBEIHMUCHHE
HATPUEBOW IMPOHMIIAEMOCTH MEMOpaHbI M TOTOK ITOJIOKHUTEIBHO 3apsDKCHHBIX MOHOB HATPHS
yCTpeMIIsieTcsl BHYTPb KJIETKH. [Ipu 3TOM pa3HOCTh NOTEHLUANIOB IO 00€ CTOPOHBI MEMOpPaHbBI
CHayala CHIDKAeTCs 10 HyJA, a 3aTeM MEHSAET 3HAK: aKcoIlla3Ma CTAHOBUTCS 3apsKCHHOU
MOJIOKHUTEIBHO 110 OTHOIICHWIO K BHEKIETOYHOH Cpeae, NpUYeM pa3HOCTh MOTEHIMAJIOB
nocturaeT B MakcumyMme npuMepro 30 MB. (Takum 006pa3zom, mosHoe W3MEHEHHE MEMOPaHHOTO
MOTEHIMAMa 10 CPaBHEHHIO C HMCXOMHBIM 3HadeHHeM coctaBiser npumepno 100-120 mB.)
[Tocne 3TOr0 CHOBa HaUMHAET MPe0dIaaaTh TOTOK HOHOB KaJIKsl HAPYXKY, U CHCTEMa IIOCTETICHHO
BO3BpAIIAeTCs K MCXOJHOMY COCTOSIHMIO TOKOsl. M3MeHeHMe MoTeHuuana Mmpu Bo30YyXICHUU

nokaszano Ha puc. 18.1.
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Puc. 18.1. dopma HEpBHOTO UMITYJIbCa BO BpeMeHHU. [[0TEHIIMAI OTCUUTHIBACTCS OT YPOBHS ITOTCHIMATIA
nokost. [1o ocu abcrmcec OTIIOKEHO BpeMsi B MC, TI0 OCH OpJIUHAT — IOTeHIHan B MB

OneITEl ¢ HCHOJB30BaHUEM (PAPMAKOIOTHUECKMX AareHTOB TMO3BOJIMIN  Pa3e/uTh
TIPOTEKAIOIHii monepek MeMOpaHbl TOK Ha cocTapistomume, coorserctrytomue Na* u K* toxam
(Ina 1 k). B dopmupoBanmy TOKa IPUHUMAKOT YYaCTUE U IPYTUE HOHBI, B YACTHOCTH MOHBI Ca?*.
B monenn XomuknHa-Xakciau X BKJIaJ XapakTepu3oBain o0mmmM TokoM «ytedkm» (). OOrmii
tok I(t) mpeacraBnser cob0it CyMMy TOKOB OTIIE/IbHBIX HOHOB Yepe3 MEMOpaHy U «EMKOCTHOT'O

TOKa», BBI3BAHHOT'O BapHalMsIMHU TpaHCMeMOpaHHoro notenuuana V. Takum oOpazom:

dv
() =C—+1. 18.1
® ath (18.1)
rae C — emxocth MeMOpansl, | = Iya + I + 1.

Ha ocnose OKCIICPUMCHTAJIBHBIX JAHHBIX O 3aBUCUMOCTU IMPOBOJUMOCTH M€M6paHLI JJIS
pPa3IMYHBIX MOHOB OT MOTeHIIMana Ha MeMmOpane A. X0oMKKUH U D. XaKCIId OMHUCAIA BETUYUHBI
HOHHBIX TOKOB C TOMOINBIO (YHKIMN, 3aBUCANIMX OT «KOHIEHTPALUW» HEKOTOPBIX
TUIIOTCTUYCCKUX YaCTUlLl, IMNMCPEMCIIAIOIIUXCA B MeM6paH€ oA l[GfICTBHeM SJICKTPUICCKOIO
nosst.  Mopenpro  XOIKKMHA-XaKCIM  Ha3bIBACTCS  CIAEAYHOIas CHCTEMa HEJIMHEHHBIX

nuddepeHIaIbHBIX YPaBHCHUIN:

a oV oV _ _ _
Ea X2 = CE"*‘(V - EK)gKn4 +(V - ENa)gNam3h+(\/ - Eo)gol (182)
D a,a-n)-pn, (18.3)



dm

pranls @1-m)—p.m, (18.4)
dh
a;z%a—m—gm, (18.5)

3mecs N, M u h — QyHKIMU MOTEHIUATa U BPEMEHH, ONPEEIAIONINE IOBEICHIE HATPUEBOTO U
KaJINEBOTO TOKOB, d — paJUyC BOJIOKHA, R — yzaenbHOEe compoTuBieHHE mpoToruiazmbl, C —
ylespHasg eMKocTh MeMOpansl, E,, E\.,Ey, O« , Jy,, J, — IOCTOSHHBIE ITApAMETPBI, H, HAKOHEIL,
a,, oy, &, By Py By, — 3anaHHble (YHKUUM [OTEHLUANA, UMEIOLIME CICAYIOUUA BUI

(Hodgkin and Huxley 1952):

0 - 0,01V +10) 0 - 0,1V + 25)
" V410 0" V425
exp——— -1 exp——— -1
10 10
a, =0,07exp(V /20), B, =0125exp(V /80) (18.6)
1
B =4exp(V /18) Bv=— 130 _
exp———+1
10

Koapdunuenter B ¢dopmynax momobpansl smmupudeckn. Mogens (18.2-18.6) mo3Bossier
OIUCAaTh OCHOBHBIC CBOMCTBA MPOBOSIIETO HEPBHOTO BOJIOKHA. PaccMOTpUM HEKOTOphIC H3
HHX.

1. T'eHepamusi uMIyJbcoB. JIOMyCcTUM, 4YTO HEPBHOE BOJIOKHO, HAaXOMBIIEECS
IEpBOHAYAJIbBHO B IIOKOC, CTUMYJHPYCTCA Ha IMPOTAKCHUMW KOPOTKOI0O BPEMCHHM BHCUIHHUM
HUCTOYHMKOM TOKa. Kak Moka3plBacT aHAIN3 ypPaBHECHHWH, MPH 3TOM MpPEXJE BCEro HaYHET

Bo3pactaTh BenuuumHa m(V,t), 4TO mpuUBEAET K YBEIMYECHHUIO HATPUEBOrO TOKA, PABHOTO
(% —ENa)qNam3h, a CIelOBaTeNbHO M K YBEJIWYCHHUIO PA3HOCTH TMOTEHIMAJIOB MEXKIY

NPOTOIUIA3MOM W BHEIIHEHW cpefod (TO eCTh YCHUJICHHIO JICMOJspU3alud BOJIOKHA). [lpu
YBCIIMYCHUH JICTIONSAPU3ALIMN BEIMYMHA 71 PACTET, a BeJUYMHA N yMeHbIIaeTcs, Ipu4eM 3TH
M3MEHEHHS m W h CBSI3aHBI TaK, 9TO BEIMYMHA /°h BXOJAIIAs B BBIPAXKEHHE ISl HATPUEBOTO
TOKa, CHayaya pacTeT, a IOTOM HAaUMHAeT YObIBaTh.

2. IloamoporoBasi cTUMYJsilUsi, mopor. M3BecTHO, YTO H3MEHEHHE MOTEHIMAA
MeMOpaHbI MPUBOJUT K BO30YKICHHUIO HEPBHOTO BOJIOKHA M BOSHHUKHOBCHHIO B HEM UMITYJIbCa
JUIIb B TOM ClIy4ae, KOTJla 3TO HA4YaJbHOE U3MEHEHHE MPEBBIIIAET HEKOTOPYIO OINpPEICICHHYIO
BEJIMYMHY, HA3bIBAEMYIO [TIOPOrOM, a CIMIIKOM MaJIbl€ IIOANOPOTrOBbIE» U3MEHEHHS TOTEHIINAIIA
3aTyXarT, HE MOpOoXAas umnyibca. Hamuuwe Takoro mopora aHaJOTMYHO CYLIECTBOBAHUIO
ONPEACTICHHON TeMIepaTypbl BOCIUIAMEHEHUS, TO €CTh TEMIEPATypbl, IO KOTOPOM HYXKHO

HarpeTh JJAHHOE BEIIECTBO /ISl TOTO, YTOOBI OHO 3arOPEsioCh.



3. Pe¢pakrepHocth. Haymume y BCeX HEPBHBIX M MBIIMICYHBIX  BOJOKOH
pedpakTepHOCTH, TO €CTb HEKOTOPOro mepuoAa HEBO30YAMMOCTH, HACTYHAIOIIEro I[OcCie
MIPOXO0XKJICHUS UMITYJIbCA, TOXKE €CTECTBEHHO BBITEKAET M3 paccMmaTpuBaeMoil monenu. Kak mbl
YK€ BHUJICIIH, Yepe3 HEKOTOPOEe BpeMsl MOCJie BOSHUKHOBEHHS B BOJIOKHE MMITyJIbca mapameTp h
CTAaHOBHUTCS Majl, a IapamMeTp # Bo3pacTaeT. B 3THX YCIOBHSIX TpH JIFOOOM YBEITUYCHUU
MEMOpPaHHOr0 MOTEHIIMada COOTBETCTBYIOIINN KaJIMEBbIN TOK OyJIeT MpeBbIlIaTh HATPUEBBI, TO
€CTh JIt00ast CTUMYJISIHS OyAeT MOANOPOroBoil. B aToM u cocTouT siBneHue pepakTepHOCTH.

4. Axkxomopanus. M3 skcriepuMeHTa HM3BECTHO, YTO €CJIHM JEHCTBOBATH HA HEPBHOE
BOJIOKHO TOKOM TMOCTENEHHO HAapacTalolEeld CHIIbl, TO TAaKO€ BO3JACHCTBHUE NPUBOIUT K
BO3HMKHOBEHHMIO MMITYJIbCA B BOJIOKHE JIMIIb B TOM CJIy4ae, €CIIM CKOPOCTh HApaCTaHMs TOKA
MPEBBIIIAET HEKOTOPYIO ONPEIEICHHYI0 BETUYUHY; IIPU CIMIIKOM MEJJIEHHOM YBEJIMYEHUU TOKa
BOJIOKHO HE BO30ykmaercsi (3TO SIBJICHHE Ha3bIBACTCS «aKKOMOJAIUCH», WM KIIPUBBIKAHUEM
BOJIOKHA). B Monenn XomkkuHa-Xakciu HATMYUEe aKKOMOJALUHM OOBSICHACTCS TEM, YTO IPH
MEJUIEHHOM HapacTaHWM TOKa YCIEBAaeT PA3BUTHCS HATpHUEBas WHAKTUBALUSA, B CUIY 4YEro
HAaTPUEBBII TOK HE MOXET IMPEBBICUTh KAJIMUEBBIA, U MUMIYJIbC HE BO3HUKAET. MUHUMAaIbHYIO
CKOpPOCTbh HapacTaHUs TOKA, MPU KOTOPOH €Ile BO3MOXXHO BO3HHUKHOBEHHE HUMITYJIbCA, MOXKHO
OIPEJIEIUTh C IIOMOIIBIO YUCIECHHOTO PEIIEHNs YPABHEHUN X O/KKUHA - XaKCIIH.

Cucrema (18.2-18.6) ciuImkoM CIIOKHA IS QHAJTMTHYECKOTO HCCIACIOBaHHS. bbLin
MIPEJIOKEHbl  YNPOIEHHbIE MOJENH, CIOCOOHBIE omucaTh Te ke cBoiicTBa. Haubonee
HonyJsIpHast U3 HUX — npeaioxkenHas Hezasucumo durnXneio (FitzZHugh, 1961; FitzHugh, 1969)
u Harymo (Nagumo et al., 1962).

®urnXpw Puuapa (FitzHugh Richard, 1922-2007) — amepukaHckuii
OMOo(U3MK, CHENUaTucT B 00JacTH MaTeMaTWyecKoro wmogmenupoBanus. Co3man omHy u3
HanOosee MOIyJISIPHBIX MoJenei Bo30yIuMbIX cucteM — mozenb durnxpro-Harymo, xoropas
cTana oOIIeNpUHATON 0a30BOW MOJAENIbI0 B HEHPO(DU3NOIOTHH, KapAHUOAMHAMUKE, TEOPHUU
cucteM peakuusa-auddy3us u Ipyrux oosactsx. Mojaens ceirpaia OoJbIIyI0 POJib B TOHUMAaHUH

JTUHAMHYECKUX MEXaHHU3MOB TOPOTOBBIX CBOMCTB BO30YIMMOCTH HEHPOHOB.

B osroit MOZACIM CUCTEMaA IJid JIOKAJIbHBIX IIPOLECCOB CBOAUTCA K CUCTECMC H3 IBYX

ypaBHEHUH, KOTOPYIO MOKHO TIPEJICTABUTH B O€3pa3MepHOM BHJIE:



du dv
—=fu)-v+1l, —=bu-yv,

f(u)=u(@a-u)(u-1).

(18.7)

[lepemeHnHast U 371€Ch BBIMOJIHSACT POJIb MEMOPAHHOTO MOTEHIMana V, a V BBIIOJIHACT POJIb BCEX
Tpex mepeMeHHbIX : M, N, h B ypaBuenusix (18.3-18.5).

B cmywae, xorma |,=0, pacrmonoxeHHe TJIaBHBIX H3OKIMH Ha IIOCKOCTH U, V
npencraBieno Ha puc. 18.2 a,0. I'paduku Ha pucyHkax a W O OTIMYAIOTCS BEIUYMHOU
otHomeHus b/y. Ha puc. 18.2a cucrema MmeeT 0JJHO YCTOMYMBOE PEIICHUE, COOTBETCTBYIOIICE
HYJICBOMY 3HAUEHHUIO MOTEHIMana, Ha puc. 18.20 — Tpu cTalMOHApHBIX pPEUICHHs, JBa W3

koTopbix ycroiuussl (0 u S;), a TpeThe S; — HEYCTONYHBOE.

a 4]

Si
a 1\ u \ a 1\ u
v =fu) v =fu)

Puc. 18.2. Pacnonoxenue riaBHbIX W30KIMH cucteMbl (18.7) B ciyuae |, = 0 Ha ¢a3oBoit miockocTu U, V
JUISL pa3HBIX 3HAUYEHHH OTHOWICHUs D/y. a — omHO ycroitunBoe crarmonapHoe cocrosiHue (0, 0), 6 — nBa
ycToiumBEIX cTarnonapusix cocrosuus (0, 0) u S; v 0fHO HEYCTOWYMBOE — CEMITO Sy

v = buly

S)

C ¢yskuueii Buga f(U) Mbl HEOJHOKPATHO BCTPEYAIKCh, €€ rpadMK M300pakeH Ha PHUC
3.100 u 15.2B. B 3amade o pacnpocTpaHCHUH BOJTHBI TaKOH BUJI JIOKATBHON (DYHKIIMU UCTOYHUKA
O3HaYaj, 4YTO «Pa3MHOXKEHHE» W «pa3rOpaHue» Tpolecca HAYMHACTCA CCIAM BeIUYMHA
NIEpEeMEHHON U MPEBBICHT HEKOTOPOE MOPOroBOE 3HAYCHUE — BENMUYUHY a. YpaBHenus (18.7)
OTpPaXaloT TOT (hakT, 4yTO OYpPHBIA POCT MOTEHIMAla HAYMHACTCS JIMIIb B Cilydae, KOTAa
3HAUCHHE TOTEHIMala TPEBBICUT HEKOTOPBIA TMopor (BenuuumHy a). B mpoTBHOM cityuae

HOTeHIMAal 3aTyxaeT. [1osicHIM, KaK B TaKoil CHCcTeMe BO3HHKAeT «UMITyJibe» (puc. 18.3).
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Puc. 18.3. a — da3zoseii moptper cucremsl (18.7) mpu I, = 0, a = 0.25; b =y = 0.002 st mansix (Touka P)
U Oombminx (Touka A) MEpBOHAYANBHBIX OTKIOHEHHMSX MOTEHIMAla U OT CTAalHOHAPHOTO HYJIEBOTO
3HayeHus. [TyHKTHpOM 00O3HAueHBI M30KJIMHA TOPU3OHTAIBHBIX KacaTeNbHbIX (MpsMas) M H30KIHHA
BEPTHKAIBHBIX KacaTelbHbIX, KoTOopas umeeT N-00pa3Hblii XapakTep. 6 — MOBEACHHE MEPEMEHHBIX U U V
BO BpEMEHH B Clly4ae, Korza (a3oBas TpaeKTopHs HauumHaeTcss B Touke A. Cimydail HaamoporoBoro
Bo30yxaenns (Rinzel, 1981)

Ha puc. 18.3a nmyHKTHpHBIMH JIMHUSMH HW300pa’KCHBI TJIABHBIC W30KIUHBI CHCTEMBI.
3amaiuM HEKOTOPOE HAa4YaJIbHOE OTKJIOHEHHE NOTeHIMaa U . Eciii 3T0 OTKIIOHEHHE EPEMEHHON
U MaJjio, MCHBIIIE BEJIHYMHBI & BO BTOPOM ypaBHeHHH cucteMbl 18.7 (Touka P), To MO KOpOTKOif
($a30BOIl TPAGKTOPHH CHUCTEMA BO3BPATUTCS B COCTOSTHHE MOKOs. Takoe MoBeeHUE HA3BIBACTCS
noonopocosvim 6030yacoenuem. Ecnu sxe OTKIOHEHHE MepeMeHHOM U BenKo, Oosbiie a (Touka
A), daszoBas TpaekTopus HMeeT HHOW XapakTtep. M3oOpakaroias TOYKa JIBHIKETCS I10
tpacktopud ABCDO wu mgoctvraer H30KIMHBI BEPTHKAIbHBIX KacaTenbHbix (AB), motom
newkercs Baoib Hee (BC), 3areM 10BOJILHO OBICTPO MEPEXOTUT B 00JaCTh OTPUIATEIBHBIX
3nauenmii (CD), nmepecekast N30KIMHY TOPHU30HTAIBHBIX KacaTeIbHBIX, U TIOTOM BJIOJIb U30KJINHBI
BEPTUKAJIBHBIX KacaTebHBIX Bo3Bparaercs B Touky mokost (D). Ha puc. 18.36 m3obOpaskeHO
MOBEJICHHE TIEPEMEHHBIX U U V BO BPEMEHHU TPU HAONOPO2O8OM B8030ydicoeHuu. JIOKaIbHBIN
9JIEMEHT CHUCTeMbl, OONaJAIOUIMi TaKUM THUIIOM TIIOBEACHUS, HAa3bIBACTCA 6030VOUMbIM
eMEeHMOM.

B cnyuae, xorja paBHOBeCHOE 3HAau€HHE IMOTCHIMANAa Ha MeMOpaHe HE paBHO HYIIIO,
M30KJIMHA BEPTHKAJILHBIX KacaTelbHbBIX OyJIET IiepecekaTb OCh V HE B HyJIe, Kak Ha puc. 18.3a, a
B Touke V = l5. Ha puc. 18.4a-r mpencraBieHsl BO3MOXKHBIE CIIy4al PACTOJIOKEHUS TIaBHBIX

m3okuH B cucreme 18.7, xorma |, #0 B ciuywasx (a) u (B) cuctemMa MMeeT eIMHCTBEHHOE

YCTOMUMBOE CTALIMOHAPHOE COCTOSHME, HO KMHETHMKA MEPEMEHHBIX B CIIyyae a MOXET UMEThb
XapakTep UMITyJIbca, KaK MbI 3TO BHUJCIH BbIe. B ciydae (0) eIMHCTBEHHOE CTallMOHAPHOE
COCTOSIHME€ HEYCTOMYMBO, B CUCTEME MOXET pPealM30BaThCs KoyieOaTeabHas HEYCTOWIMBOCTh U
npeAebHbIA UK. B ciydae (r) — 1Ba CTAallMOHAPHBIX COCTOSHUS Sy M Sp; — YCTOWYMBEI, a

COCTOSIHUE Sy — HEyCTOIUNBO. CHcTeMa UMEET TPUTTEPHBIN XapakTep.
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Puc. 18.4. I'naBupie w3okimHbl B Moaenn PuriXeio-Harymo (18.7) s pasHbIX 3HaueHH
IPUJIOKEHHOTO HampshkeHus. B ciaydae (a) cranmmoHapHOE COCTOSIHHME JIOKQIBHO YCTOWYHMBO, HO
«B030yIMMO» B TOM CMBICIE, YTO INPH IOCTATOYHO OOJBIINX OTKIOHEHMAX H300pakaromas TOYKa
OIUCBHIBACT TPACKTOPHIO, COOTBETCTBYIOIIYIO OJAWHOYHOMY «HMIyJbCy» (cMm. puc. 18.3). B ciyuae (0)
CTaI[MOHApPHOE COCTOSHHE HEYCTOHYMBO, BO3MOXKHO CYyIIECTBOBAaHME NPEACIBFHOTO IHKIA U
aBToKonmeOanmit (cM. rmaBy 8). B ciyuae (B) cranmoHapHOE COCTOSHHE ycToHumBO. B ciyuae (T)
COCTOSIHUE S, — HEyCTOHYMBO, @ Sy U S3 — yCTOWYMBBI, MKy HUMU BO3MOJKHBI TepekiroueHus (Murray,
1993)

PaccMoTpeHHOE BBIIIE JIOKAJTLHOE MOBEACHHE MPHUBOAUT K ABTOBOJHOBBIM SIBJICHHSIM:
pacrpoCcTpaHEHUIO UMITyJbca B ciaydasx (a) u (B_ (Bo3Oyaumasi cpena), CTOSYUM M OCTYIIHM
BOJIHAM M BO3HMKHOBCHHIO YCTOWYMBBIX HETOMOTEHHBIX pACHpEACICHUN KOHIICHTpAluid B
ciydasx (0) (kosebaTenbHast HEYCTOWYHBOCTH) U (T) (CemIoBas HEYCTONYNBOCTD).

IMpoctpancTBeHHO pacnpenencHuas cuctema @dutnXeio-Harymo omimvaercs ot

cuctemsl (18.7) TeMm, 4TO B HEll y4TEHO pacHpoCTpaHEHUE TOTEHIMAa BIOJIb Kadens (HepBHOTO

BOJIOKHA):
du o’u
—=fUu)-v+I,+D—,
dt () voox
%%:bu—yw (18.8)

f(u)=v(a-u)(u-1).

[TocMoTpuM, Kak BOSHUKAET OEryIInii UMIyJbC B Takoi cucteme (puc. 18.5).
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1=4>0

Puc. 18.5. PacnpocTpanenue uMItyjbca B caydae HaAIOPOroBoro (a) u moarmoporoBoro (6) Bo3aelcTBHS.
a — TIpY Ha4aJIbHOM OTKJIOHEHHH MOTEHITHaa OOJIbIIe TIOPOrOBOM BEIMYMHBI U = @ B CHCTEME BO3HHKAET
Oeryimii UMITYJIbC, KOTOPBIA pacrpocTpaHseTcs BAOJIb HepBa Oe3 m3MeHeHus (opmbl (yeIuHEHHAs
BosiHa). Touku A, B, C, D cooTBeTcTBYIOT TOukaM Ha (a3oBoMm moprpere 18.3a. 6 — mpu HavanbHOM
OTKJIOHEHHH MOTEHIIMaIa B TOYKE BO30YXKICHHs MEHBIIE MOPOroBoil Bean4uHbl U = a (Touka P Ha puc.
18.3a) Gerymmuit UMITyIbC OBICTPO 3aTyXaeT

JIns ynpouieHus: Ka4eCTBEHHOTO PAaCCMOTPEHUs OyieM cuuTath b 1 Y ManbIMu:

b=s, y=eM, O<e<l. (18.9)

ITpu I, = 0 cucrema (18.9) npuHuMaeT B

2
M _p2Y fw)-y,
gt ox (18.10)
Vv
—=g&(Lu—Mv).
po &( )

PaccmorpuMm niepenuii GpoHT UMITYIIbCa, n300pakenHoro Ha puc. 18.5. IIpu ¢ — 0 u3 (18.10)
cienyet, 4to V = const. 13 puc. 18.5a BuaHo, uto V= 0. MBI NpuXxoauM K OJHOMY YpPaBHEHUIO

JUTS TIOTeHIMana U:

2
& _pou
ot 0 X

+ f(u),

npe/CTaBistonero coboit  ypaBuenue IlerpoBckoro-Konmoroposa-Iluckynosa (15.1) ¢
¢yukuumeit f(u)=u(a-u)(u-1).
Pacnipoctpanenne ¢ponra B wmoxmenu Ilerporckoro-Kommoropora-IluckynoBa Mbl

paccMOTpenu B JIEKIUH 15, 1 TOBOPUIIU O TOM, YTO B TaKOIl cUcTeMe CKOPOCTh PacpOCTPaHEHUs
D .
¢bpoHTa NOCTOSIHHA U paBHA > (1— 2a) . Y4er MeJUIeHHbIX U3MEHEHUHN BEJIUUMHBI V Ha yYacTKe

tpaekropuun BC (puc. 18.3a, 18.56) mpHBOAMT K CIIEAYIOMIEMY BBIPAKEHHUIO JJISI CKOPOCTH

pacnpocTpaHeHus1 OAMHOYHOTO uMItyJibea (Murray, 1993):

c =\/§(Uc —2U, +Up).
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Jlo6asnenue k moaenu (18.8) ypaBHeHHsI, ONMKMCHIBAIOIIETO TPAHCMEMOPAHHBINA MEPEHOC
roHoB Ca'?, 1Mo3BOIISIET OMKCATH TEPHOAMYCCKOE BOSHUKHOBEHNUE T1a4eK MMITYJIbCOB, OEIyIHX
B10JIb HepBHOTO BosiokHa (Plant, 1978; Plant, 1981).

Monens ®@uruXero-Harymo mpencraBisier co00if B HEKOTOPOM CMBICIE YIPOIICHHYIO
«MOJICIb» CHUCTEMbI XOMYKHUHA-XaKCJIM, IO3BOJIIONIYI0 HAIVIAIHO YBUAECTh Ha (a30BbIX
MOPTPETax TE CBOWCTBA CHCTEMBI, KOTOpPBIC OMPEICISIOT €€ KayeCTBEHHOE IOBEICHHE, B
YaCTHOCTH, CYIIIECTBOBAHUE MTOPOTa BO30YKIACHUS.

B HacTosiliiee Bpemsi MOJIyYeHBI PEHTICHOCTPYKTYPHBIC JaHHBIE O MOJICKYJSIPHOM
CTPOCHUHU KaHAJIOB, 00ECIIEYMBAIONINX «BOPOTHBIE» TOKH M OCYIICCTBIISIONIUX MMEPEHOC HOHOB
Na*, K" u Ca?* uepes Bo36ymumyro MeMGpany HepBHOI kiieTki. C y9eTOM 3THX AaHHBIX MOJIEIb
XoKKUHA-XaKCIIH, 3apeKOMEH/IOBaBINas ceOs KaK OYEHb XOpOIlas 3MIMPHYECKAas MOJCIb,

TpeOyeT HOBOM OMOIOrMYecKON HHTEPIPETALIUH.

JeTanbHble MOJeJM KAPAHOIUTOB

Mopnens XomxkKrnHA-XaKCIM OMUCBHIBACT SJICKTPUYECKYI0 AKTUBHOCTh TUTAHTCKOTO
akcona kajpmapa. B 1962 r. Ho6n (Noble, 1962) npemioxun ucroib30BaTh CXOJHYI MOJIENb
JUTSL OTIMCAHMS ITOTCHIIMAJIOB JICHCTBUS paboyero MHUOKapJa W BOAWTEICH pUTMa BOJOKOH
[lypkunbe. C TON MOpHI MOJAENIb MOCTOSTHHO YCJIOXHSJIACh M YCOBEPIIECHCTBOBAIACH MO MEpE
MOJIy4EHHUS SKCIIEPUMEHTATIBHBIX PE3yJIbTaTOB O JIETaNIX pabOThl cucTeMbl. MHOTHE pe3ybTaThl

ObLIH IMMOJIYYCHBI B J'Ia60paT0pI/II/I HoGna u B X04€ pa6OTBI HaJ BO3TJIABIIACMBIMHA UM IIPOCKTAMU.

Ho6a I5uuc (Noble Denis) — anrmuiickuii Onodusuk u
HEWPOhHU3HOIIOT. ABTOP JETATBHBIX MOEIeH QYHKIIHOHUPOBAHKS CEPLa, PYKOBOIUTEIb PabOT
[0 MPOrpaMMe «BHPTYaJbHOE Cepiie». PYKOBOAMTEIb MEKIYHAPOIHOTO MpoeKTa «DU3HOM,
IeJIbI0 KOTOPOTO SIBJISIETCS CO3/[aHMe MOJIEIEi, MHTETPUPYIOIINX 3HAHUS O (PYHKIIMOHUPOBAHUH

OMOJOrHYECKUX CUCTEM OT YPOBHA 6I/IOMaKpOMOJ'IeKy.]I A0 YPOBH:A LEJIOI0 OpraHru3Ma.

Jnst MofienMpoBaHus aKTUBHOCTH KJIETOK Cep/lla — KapAHOIKUTOB MCIOIb30BAIA TE KE
MPUHITUIIEI TTOCTpoeHusT Mojienu. CoBpeMeHHass MOJIeih KapauOIUTa BKIIFOYAET CYIIECTBEHHO
Oosblllee KOJTUYECTBO MEMOpaHHBIX TOKOB. B mepBoii momenu HobGma, xak u B Mopaenu

XomKkkuHa-XaKcid, CyMMapHbli Tok MeMOpanbl uMes Tpu komnonenta: Na*, K* u Tok yreuku,
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KOTOPBIH, MO KpalHEeW Mepe YacTU4HO, OOBSCHAETCS 3a CYET MOHOB XJiopa. B manpHeimmx
BepCHSIX MOZENH Obuia yurteHa pois Ca’t, kak Baxuoro nenossipusyrouero toxka (McAllister et
al., 1975). CoBpemeHHas cxeMa MEMOpaHHBIX U BHYTPUKICTOUHBIBX TOKOB B MOJIENIHU KJIETOK
CHHYCHOTO y37na cepaua kponuka (Amues u Yaiinaxsz, 2005) npeacrasnena Ha puc. 18.6. Ona
BKJIIOYAET TIOJAPOOHYI0 pacir@pPOBKY OCHOBHBIX MEMOpaHHBIX TOKOB, (YHKIIMOHAJIHHBIC
pa3nuuusi WCTUHHBIX W JIATEHTHBIX BOJHUTEICH pPUTMa, H3MEHEHUS BHYTPHKJICTOYHBIX
KOHIICHTPAallMii MOHOB HATpWs, Kajiusg W Kaiublys, (QYHKIUIO CapKOIUIa3MaTHYECKOTO
perukyinyma. Mojenb TO3BOJISIET U3ydaThb MEXAHU3MbI PETyJISLUN CHUCTEMbl B IIUPOKOM

JMaTia30He yCIIOBUH SKCTICpUMEHTA B 0OBSICHSET MHOTHE HaOII0JaeMble ()eHOMEHBI.

bia Jear bear b by br Iz b Dsus Diaen

Puc. 18.6. Cxema MeMOpaHHBIX M BHYTPUKJICTOYHBIEX TOKOB B MOJICIH KIETOK CHHYCHOTO y37a ceplia
kponvika (Anues u YaiinaxsH, 2005). |y, —HaTpueBsiil TOK; lcaT, lcal — Kanbpuuensie Toku T u L tunos. ¢
— aKTUBHPYEMBIA TPU THIIEPIOJIAPU3ANNA TOK, lpy, — POHOBEIN TOK, lk;, Iks — OBICTPBIN W MeICHHBII
KaJIMEBbIC TOKU 3aJCPKAHHOTO BhIIpsMIIeHUs, |y, lgis — KOMIIOHEHTBI YYBCTBUTEIBLHOTO K 4-
AMUJIONUPUINHY TOKA, ly,cn — akTuBUpYeMblit ACX KanmueBbIi TOK, lca 1, Inak — Na-K Hacoc, Iyaca — Na-Ca
00MeHHUK, lcap — Ca mHacoc, |l — puaHonumHOBBHIM KanblueBbld TOK, lyp, — Ca Hacoc
capkoriazmaruaeckoro perukynyma (CP), |y — kanpuuessiit Tok BuyTpr CP, NSR u JSR — ceteBoit CP u
tepmuHaibbie nuctepusl CP, TC, TMC, CM, CQ - tpomnonuH, TpornoHuH-M(Q caiiThl, KaJIbMOYJIHH,
KaJIbCEKBECTPUH

Yaiinaxsin Jleson Muxaiiiouu (1928-2009) — BbIgaronuiicsi COBETCKUM
poccuiickuii (hpU3MO0JIOT, OCHOBHBIC PAa0OTHI TO 3JICKTPODU3UOJIOTHH BO3OYIUMBIX TKaHEU M

(1)I/IBI/IOJ'IOFI/II/I MCXKKIICTOYHBIX BBaHMOﬂCﬁCTBHﬁ.
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AuieB Pyorin PenaroBuu — poccuiickuii OMOPHU3HK, CHEIUATUCT B
00JTacTH MaTeMaTWYeCKOrO MOJCITUPOBAHHUS MPOIECCOB B BO3OYIUMBIX Cpelax, aBTOp

OpUT'HHAJIbHBIX MOL[GJICI\;I mponeccoB B KapAUOMHUOLIUTAX.

AKcHOMaTHYeCKHE MOJeJM BO30yAMMOH cpelbl. ABTOBOJIHOBbIE IPOLECCHI M Cep/ieYHble
apuTMHUHN

J11s1 u3yueHwusl MPOLIECCOB B CEPJICUHON MBIIIIE HEOOXOAUMO PACCMaTPUBATh JIBYMEPHBIC
U TpexMepHble Mojend. [lepBrie ycrexu B aHaIN3e aBTOBOJIHOBBIX MPOIECCOB B OMOIOTHYECKHIX
00BeKTax OBLIU MOJYYCHBI HE MPH WCCIICIOBAHWH yPAaBHCHUW C YaCTHBIMHU IPOW3BOJHBIMH, a
NPy U3yYEeHHH Topasno Oosee mpocThix mojenei. [Inonepckoi B 3Toi obiactu Oblia padota
Bunepa u Pozenomora (Wiener and Rosenblueth, 1946), B koTopoii ObLT TPEATOKEH MOIXOI K
aHaNMM3y BOJH B BO30YIUMBIX TKAaHSX, OCHOBAaHHBIM Ha M3y4YeHHH (OpMajIbHOU BO30YIMMOU
CpPE/IBL.

B Gonee obOmeit dopme Takue ke waen ObutM pa3BuThl [enbdhanmom u lleTnuHbM
(TCenbang u ap., 1963; Tenbdanx u ap., 1966), a 3areM U IApyruMH aBTOpaMH Ha MOJICIIAX
KJIETOYHBIX aBTOMATOB. [Ipu mocTpoeHnn Moienei yUuThIBaIM, YTO MPOLECC BOSHUKHOBEHHUS U
pacnpocTpaHeHus1 BO30YKICHUS B OMOJIOTMYECKHX OOBEKTaX, B YaCTHOCTH, B HEPBHBIX TKAHIX
o0JalaeT psAAOM YETKO BBIPAKEHHBIX CBOKMCTB, OTIPABIBISICH OT KOTOPBIX MOXKHO IOCTPOWTH

(1)OpMaJ'II>Hy}0 MOACJb 3TOI'O ABJICHMA.

I'énbdang U3panapr MoucéeBuu (p. 1913) - oqun U3 KpynmHEHIIHX
matematukoB 20 Beka, OHMOJIOT, IMEAaror U OPraHU3aTOpP MaTeMaTHYeCKOro oOpa3zoBaHus (10
1989 roma — B CoBerckom Corose, mocie 1989 roma — B Coenunénnbix IllTarax). ABrop Ooiee

800 nayunsix ctateil u oxono 30 moHorpaduwuii; rmaBa kpynHoi Hay4yHo# mkoubl. [Ipodeccop
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MockoBckoro rocynapcrBeHHoro ynuepcurera um. M.B. JlomonocoBa (MI'Y) (1941-1990),
Patrepckoro yuuepcutera (1990-2009). OcuoBuble Tpyasl W.M. I'enbdanga oTHOCSTCS K
(YHKIIMOHATIBPHOMY aHaIu3y, aireope u Tonojoruu. OyHIaMeHTalbHbIC PE3y/IbTaThl B 00J1aCTH
Teopuu OO0OOMIEHHBIX (QYHKIUH, OOpaTHBIX 3a/ad CIEKTPAJIbHOTO aHalu3a, KBAaHTOBOU
MEXaHUKH. ABTOpP MHOTOYHCICHHBIX paboT 1Mo HeWpo(U3MOIIOTHH, KIETOYHOW MUTpalud B
TKAQHEBBIX KYJbTypaX, NPOTCOMHKE (KiIacCH(pUKAIMM TPETHYHOH CTPYKTYpbl OCIKOB) U

QITOPUTMU3ALUH KIIMHUYECKOM paboThl BpaueH.

Pacnpoctpanenne BOMH B BO30YIUMBIX TKAaHAX OTIMYACTCS OT PACHPOCTPAHECHHUS
OOBIYHBIX AIEKTPOMATHUTHBIX U MEXaHHMUYECKUX BOJH. BO-TIepBBIX, BOIHBI BO30YKICHHUSI MOTYT
pacrpocTpaHsaThcst 0e3 3aTyXaHHs 3a CUET 3alaCCHHOW B KJIETKaxX SHepruu. Bo-BTOpPBIX, mocie
nepuosia BO30OYXKICHUS HACTYNaeT TaK Ha3bIBaGMbId pedpakmophsili nepuod, B TEUCHHE
KOTOPOTO KJIETKa HE pearupyeT Ha MOCTYMalolIe K HEH CUTHaibl. DTO CBOMCTBO JenaeTr
HEBO3MOXXHBIM HHTEP(DEPEHIINIO U OTpakeHrne BOJH. [1o OkoHUaHUM nepuoda peghpakmeprocmu
CBOWCTBA KJICTOK IMOJIHOCTHIO BOCCTAHABJIMBAIOTCS, ¥ TI0 TKAHU OISITh MOXKET PACIPOCTPAHSIThCS
BOJIHA BO30OYK/ICHUS.

Cdhopmynupyem mpocTeifliiee akCHOMaTUYeCKOe ONMCaHue BO30yAMMOM TkaHU. Bynem
CUNTaTh, YTO TaKas TKaHb COCTOUT M3 MHOXKECTBA DIJIEMEHTOB, OOJANAONIMX CIIEAYIONIMMA
CBOMCTBAaMH:

1. Kaxnplid 371eMEeHT X MHOXKecTBa X MOXET HaXOIHMTHCS B OJHOM M3 TPEX COCTOSHHIA:
MIOKOH, BO30YXK/IeHUE U peppaKkTepHOCTb.

2. CocrosiHue BO30YXKICHHS UMEET HEKOTOPYIO NIUTEILHOCTh 7 PA3IMYHYI0, BOOOIIE
TOBOPSI, JUISl Pa3HBIX X, 3aT€M 3JIEMEHT NepexoauT Ha Bpems R(X) B pedpakTopHOE COCTOSHUE,
MI0CJIe YeTO BO3BPAIACTCS B COCTOSIHUE TTOKOSI.

3. OT Kax10r0 BO30Y>KJICHHOTO JIeMEHTa BO30YKIEHHE pacpocTpaHsIeTcsi C HEKOTOPOU
CKOPOCTBIO V T10 MHOXKECTBY HaXOJSALIMXCS B IOKOE AJIEMEHTOB.

4. Ecnu sreMeHT X He ObUT BO30OYXKIEH B T€UEHHE HEKOTOPOTO OMPENEIEHHOTO BpEMEHHU
T(x), TO MO MPOIMIECTBUH 3TOr0 BPEMEHH OH CaMOIPOU3BOJIBHO MEPEXOJUT B BO30YKICHHOE
coctosiHue. Bpemsi 7(x) Has3bIBaeTCs TMEPHOJOM CIOHTAHHOW aAKTHMBHOCTH 3JCMEHTa X.
[penenbHbIM sIBIISICTCS Ciydaid, koraa 7' (x) = oo, TO €CTh CIIOHTAHHAsI AKTUBHOCTH OTCYTCTBYET.

O4eBUAHO, UTO ISl MPUMEHEHUS aKCMOMAaTHYECKON TeopuH He TpeOyeTcs NeTalbHbIX
3HAHUH O KMHETUKE peaibHbIX MpoleccoB. PopmanbHble MOJIEIH BO30OYIUMBIX CPE/l MO3BOJISIOT
OIMCaTh MEXaHU3Mbl BOSHHKHOBEHHS W B3aWMOJICHCTBUS MCTOYHMUKOB BOJH B OJHOPOAHBIX U

HEOIHOPOJHBIX Cpe/iax.
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HpI/I IIOMOIIIN aKCUOMATUYCCKUX MO}IGJ’IGfI 6LIJ'[I/I BIICPBBLIC NPCACKa3aHbl HCTOYHUKHN BOJIH
JIBYX THUIIOB. peBepOepaTopsl, MPEACTABISAIONIME COOOW Bpamarmmuecs cHepuuecKrue BOJTHBI

(Bunep u Posen6Omior, 1961; Bamaxorckwuii, 1965) u Bemyiiue IEHTPbI, OCYIIECTBIISIONIHE

B3aUMHBII Iepe3anycK coceHuX 3aeMeHToB cpeabl (Kpunckuit u np.. 1967; MBanuukuii u ap.,

1978).

WBannukuii I'énpux PomanoBuy (poa. 1936) — poccuiickuii U COBETCKHIA
ouodusuk, nupekrop MHCTHTYTa TEOpEeTHYECKOW M OIKCnepuMeHTaibHOW Omodusuku PAH,
Crneuunanuct B o0nactu 6uonoruu kinetku. Co3znaTesib 0TeUeCTBEHHOM Ouodu3nueckoil HayqyHou
mKkoibl. OObeauHMIT paboThl 1O aBTOKOJEOATEIbHBIM U aBTOBOJHOBBIM IIpolieccamM B
BO30YAMMBIX Ccpelax, MPOBEN psifi OPUTHHAIBHBIX HMCCIEIOBAHUN IO OOHAPYKEHHIO HOBBIX
KJIacCOB JMHAMHYECKHX AaBTOBOJHOBBIX CTPYKTYp B XHMHYECKHX, (H3HUECKUX U

Ouosornueckux cpenax. MBanunkuii - onun u3 cozaareneii nepdropana (romy0oii Kposu).

Takum 06pa3oM, OBUIO TOJ0KEHO HAYAJIO B M3YYCHHUU MOJICNIECH Pa3MUYHBIX HAaTOJIOTUI
CEpACYHOM MBIIIIBI U IPEXKIE BCErO — CEPACUHBIX apUTMUM, BOZHUKAIOIIKUX IPH aHOMAJIbHBIX
peKuMax paclHpoCTpaHeHUs BOJIH BO30yxJeHus. OHON u3 Haubojee OMacHbBIX CEepACYHBIX
apuTMHU  sBiseTcss  QUOpWIUIALMS  OKETYyJOYKOB CepAlla, NpuU KOTOpPOH Hapylaercs
CUHXPOHHM3AalUsl COKPAIICHUM OTIEIbHBIX MBIIICYHBIX D3JIEMEHTOB U CEpALE IepecTaer
HarHeTaTb KpOBb, YTO NPHUBOJUT K JIETAIBHBIM HCXOJaM. PaccMOTpMM mpHMeEpbl ONMCaHUs

HEKOTOPBIX BAXKHBIX SIBJICHUI B BOS6y,I[PIMOﬁ TKaHU IIpHU IMOMOIIU aKCUOMAaTHYCCKUX Moneneﬁ.

CuHXpoHHM3aAIUA

PaccmoTpuM cpemy, B KOTOPOM TMEPHOJBl CIIOHTAHHOM AKTUBHOCTH Pa3JIMYHBIX
3JIEMEHTOB HEOAMHAKOBBI. [lokaxkeMm, 4TO B TakOW cCpefie MPOUCXOIUT CHHXPOHU3ALHUS, IPUIYEM
PUTM BO30YXKIEHHsS BCEW cpebl OmpelersieTcs PUTMOM caMoro OwicTporo snemeHTta. [lycts
pedb UAET O JABYX CBSI3aHHBIX MEXAy co0o0il aneMeHTax A; U Ay ¢ MepuoJaMu CIOHTAaHHOM
aktuBHOCTH T1 U Ty, mpuuem 71 < T,. Korma oguH U3 3eMeHTOB BO3OYIUTCS, OH BO3OYIUT U

BTOpoit (Oymem cuMTaTh, YTO BpeMs Mepefadd BO30YKIACHUS K COCEIHEMY OSJIEMEHTY
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npeHeOpexkumo maino). Crycts Bpemsi 77 BO30yIUTCS CIIOHTAHHO 3JEMEHT A1, M MEpeaacT
BO30YyXKJI€HHE JJIEMEHTY A, U HAUYMHAsI C TOr0 BPEMEHM CTaHET BoauTesleM puT™ma. B cpene u3
MHOI'MX 3JIEMEHTOB TaKOW MPOLECC YCTAHOBJIEHUS HAMMEHBIIIETO Meproia BO30YkKIEHUS 3aliMeT
OOJIBIION TEepHOA BPEMEHHU, KOTOPBIM 3aBHCUT OT BPEMEHHM NepeAayd BO30YXIEHUs, Mepuona
pedpakTepHOCTH M YMCIIAa 3JIEMEHTOB. YUeT 3TUX (DAaKTOPOB YCIOXKHSET aHAIM3, OJHAKO CaM
(GakT CHHXPOHHU3ALMM 3JIEMEHTOB C pa3IMYHBIMU MEPUOJAMHU OCTAeTCsl BEpPEeH INpH OOLIMX

MMPCAIIOJIOKCHUAX.

Puc. 18.7. Cxema BO3HWKHOBEHHsI peBepOepaTopa. BomHa BO30YKICHUS HIET CBEPXY BHH3, YCPHBIM
noKa3aHa BO30Y)KICHHAs cpelia, IITPUXOBKOI — pedpakropHas cpena; cetkoil (Ha A) — HEBO30YIMMBIi
y4acTOK Cpeibl, KOTOPBI CTaHOBHUTCS BO30yAMMBbIM (Ha B) Kak pa3 B TOT MOMEHT, KOTJla MUMO HEro
MIPOXOUT BOTHA BO3OYX)aeHMsI. B—E — mampHeHIHi X01 BOJTHBI TPH BO3HUKHOBEHUHU peBepOepaTopa

MexaHu3M CHUHXPOHHU3AIMK BaXXe€H Il oOecreueHuss HOpMajdbHOM pPabOThI cepila.
Krnerkn cuHycHOro y3ma, 3aJaroliero puTM CEpACYHBIX COKpAICHUM, 00JIalal0T CIIOHTAaHHOU
AKTUBHOCTBIO, MPUYEM TMEPUOJbI CIIOHTAHHON AaKTUBHOCTU DPAa3HBIX KJIETOK ONHM3KA MEXKIy

coboii. Camble OBICTpBIC KJIETKU 33Jal0T, B COOTBETCTBHM CO CKa3aHHBIM BBILIE, PUTM PabOTHI
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Bcero cepama. Ecnm kakme-mubo KIETKM MepecTaroT (PyHKIMOHUPOBATh, POJIb BEIyIIUX
3JIEMEHTOB NEPEXOAUT K Hanbosee ObICTPBIM U3 COXpaHUBIIUXCA. Takol MeXaHM3M peryJsisius
oOecrieunBaeT OOJBIIYIO HAJEKHOCTh U YCTOMYMBOCTh paboThl cepaua. M3ydyeHue akTMBHOCTH
OTJENIBHBIX JIEMEHTOB Ha 00Jee TOYHBIX MOJEINSAX MOKA3alo0, YTO BEIyIIUM 3JIEMEHTOM MOXKET
CTaTh TOJBKO TPyIIa KJIETOK C OONBIION YacTOTOM COOCTBEHHBIX KOJEOaHWH, KOJIMYECTBO

KJIETOK B TPYIIIE OmpeaeseTcs napamerpamu cucreMbl (Masypos, 2008).

Mazypos Muxauia EdumoBuu — poccuiickuii (u3uk, OHOPHU3MK,
CHEIHAIUCT B O0JIACTH aHAIMTHYECKOTO W YHCICHHOTO WCCIICAOBAHUS MOJEJCH HEIMHEHHBIX

JUHAMHUYCCKUX CUCTCM.

Cpenu HapylIeHHH HOPMAJIBHON pabOTHl cepAma OIHO U3 CaMbIX TSKEIbIX —
GUOPHILISAINS, KOT/Ia BMECTO PUTMHYECKHX COTJIACOBAHHBIX COKpAIICHUH B CEpJIle BOZHUKAIOT
JIOKaJbHBIC BO30YXIICHUs, JIMIICHHBIC TMEPUOAMYHOCTH. HapymieHus cepaeyHoro puTma
BO3HHMKAIOT, KaK MPaBUJIO, Ha TOYBE CEepACYHBIX 3a0oyieBaHMi (MHGAPKTHI, HEJOCTATOYHOCTD
KOPOHAPHOTO KPOBOOOpAIIEHUST W T.J.), HAPYLIAOIIUX OJHOPOJHOCTh CEPACYHON TKaHH.
Ananm3 ¢popmanbHON BO30YIMMON Cpellbl TOKa3bIBALT, KaK JIOKAIbHAS HEOJHOPOIHOCTh MOXKET

MNPUBCCTHU K BOBHUKHOBCHHUIO aHOMAJILHOI'O PEKUMaA.

PeBepOepaTop

PaccmMoTpuM  nByXMepHyI0  BO30yIMMYIO Cpely, IO KOTOpPOH MEepHOIUYECKH
pacmnpocTpaHsieTcsi BoiHa B030ykaeHus. IlycTb B TOT MOMEHT, Korja mpoOeraer ouepenHas
BOJIHA, HEKOTOpasi 4acTh Cpeibl OKa3alach BPEMEHHO 3aTOPMOXKEHHOW — HEBOCIIPUUMYMBON K
BO30YXKJACHUIO.

Ha puc. 18.7 uepHbiM moka3zaHa Bo30yKJIeHHas cpela, MTPUXOBKOW — pedpakTopHas
cpema, CEeTKOM — HEBO30YIMMBIA y4acTOK cpenbl. [Ipeamonokum, 4To B TOT MOMEHT, KOTIa
BOJIHA BO30YXJeHHS OrubaeT 3aTOPMOXKEHHYIO 00JacTh, TMOCHEOHSS BBIXOJUT U3
3aTOPMOKEHHOT'O COCTOsIHUA. TOraa BoJHA HAYHET PACHpPOCTPAHATHCA BHYTPb 3aTOPMOKEHHOM

panee obmactu (puc. b). Eciiu pa3smepsl 9T0it 001aCTH T0CTaATOYHO BEJIUKH, BOJHA BO30YKICHUS,
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npoiins mo Hel, oOOrHeT pedpaKTOPHBIM yYacTOK M HAYHET €ro IMepHOAWYEecKH o0erarb
(mocnmemoBaTenbHBIC ATambl Tmpoiecca u3o0paxkeHsl Ha puc. B, I, ). Takue crnmpanu
HasbIBaeTCsl peBepOepaTopaMu. B pesynbraTe siBieHUs TpaHchopMmalmu puTMa peepoepaTopsl
yepe3 HEKOTOpoe BpeMmsi JTUOO Hcue3aloT, JUOO MOpPOKAAl0T HOBblE peBepOeparopsl. Ecim
peBepbOepaTopoB oOpa3yercs Oobllle, YeM HCYE3aeT, B CPE/Ie Pa3BUBACTCS JTABUHOOOPA3HBIM
MPOIIeCC HapacTaHUs OECTOPSIOYHON AKTUBHOCTH, AHAJOTHMYHBIN pearbHOW (GUOPHILIAIINT
CEp/ICYHOM MBIIILIBI.

UucneHHbI pacyeT IBYXMEPHBIX paclpeielieHHbIX MOJENCH B JalbHEUIEM IMOKa3al,
YTO TPH HEKOTOPBIX 3HAYCHHSX TMApaMeTPOB B aKTHBHBIX KHHETHUECKHUX Cpefax BO3MOXKHA
peanuzaiys ciupaibHbIX BOJH TUIA peBepOepaTopoB. B o0uiem ciydyae BOIpoc 0 COOTBETCTBUU
AKCHOMATHUECKUX M AMHAMHYECKUX MOJENEH pelIaeTcs psAaoM MaTeMaTHUYeCKHX TEOopeM,
KOTOpbI€, B YAaCTHOCTH, YTBEPXkKAAET, UYTO JIIOOON ITUCKPETHBIH aBTOMAT JUHAMHYECKU
peJIcTaBUM: 00paTHOE YTBEPKICHUE, BOOOIIE TOBOPS, HEBEPHO.

Hecmotpss Ha aOCTpakTHOCTP M MPOCTOTY aKCMOMAaTHUYECKHX MoJieleil BO30yIHMBIX
TKaHed (M BO MHOTOM, OJlarojgapsi 3TOi MPOCTOTE), OHH MMO3BOJIMIM PA3BUTh MPEIACTABICHHUS O
(yHIaMEHTATbHBIX MEXaHHW3MaX pAaCHpPOCTPAHEHUS BOJH BO30YXKIACHHS M O MEXaHU3Max
cepaevHbIX aputMuil. CriupalibHbIe BOJHBI — PEBEPOEPATOPHI — MO3BOJIWIA OOBSICHUTH MHOTHE
BaYKHBIE SIBJICHUS B CEPACUHOM TKaHU: YSA3BUMOCTb, OJIMHOYHYIO WM KPATHYIO SKCTPACUCTONHIO,
bubpuLIIHA, PESHOMEHBI “KPUTHIECKOW MacChl” (GUOPHILIAIMU W CIIOHTAHHOTO MPEKPAIICHUS

GuOpMILIALMH.
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Puc. 18.8. PoxjeHre MHOKECTBA BOJH — MPOCTPAHCTBEHHO-BPEMEHHOIO Xaoca — (puOpWIsAuus. a —
HCXOJHAs CIMpajbHas BOJIHA, 6 — HAYajo pachajga COUpaibHOW BOJHBI (B LEHTPE); 6 — YBEIUYCHUE
00JIaCTH XaOTHYECKOTO TIOBEICHHUS, 2 — KOHEYHas CTajaus pacrmaja crnupaibHbix BOH (JIOCKyTOB U
Muxaitmos, 2007)

Onucanue ¢ MOMOIIBIO HEIMHEHHBIX TU(PEpEeHINATbHBIX YPAaBHEHUH € YacTHBIMU
MPOM3BOJIHBIMU CJIOKHOM JTByMEPHOM WIJIM TPEXMEpPHOW BO30YAMMOI Cpenbl, KaKoW SIBISETCS
cep/ieuHasl TKaHb, IPECTaBIISIET JOCTATOYHO CIOXKHYIO 3a/1a4y, celyac 3Ta 00JacTh UHTEHCUBHO
pa3BuBaercs. llomydeHbl pe3yabTaThl IO TEOPETUYECKOMY OOOCHOBAHMIO BO3MOXHOCTH
YIIPaBJICHUS MIPOCTPAHCTBEHHBIM Xa0COM C ITOMOILBI0 TOYEUYHBIX NMEPUOAUYECKUX BO3AEHCTBUN
mayioit momuoctu (Loskutov and Shishmarev, 1994; JlockyroB u Muxaiinos, 2007).
[TpoBOATCSI KOMIBIOTEPHBIE U SKCIIEPUMEHTAIIbHBIE MCCIIEIOBAHNS, HAIIPABIECHHbIE HAa IOJ00D
TaKUX BO3JCHCTBUN, KOTOpble MOTYT OBITh IHPUMEHEHbl K pEaJbHOM CepACYHON TKaHH,

HaxoAdIIecs B pexuMe (GUOPUILIISAIIHIA.

JlockytoB Anexcanap IOpweBuu (poxa. 1959) - npodeccop kadenps
¢u3ukn nonumepoB M KpuctauioB dusmdeckoro daxyiaprera MIY. OOnacte Hay4HbIX
MHTEPECOB BKIIIOYACT JWHAMHYECKUH Xaoc, (pakTaiibl, Teoputo Oudypkauuii, (HUHAHCOBYIO

MaTeMaTHKy, 00paboTKy MHPOPMAITIH, 3a1a9l CAMOOPTaHH3AIHH.
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B IIOCJIICAHUEC T10Jbl AKTUBHO pa3BI/IBaIOTC$I MOJCINu, B KOTOpBIX y‘-H/ITBIBaIOTCFI KakK
JJIEKTPHUYECKHUE, TaK U MEXaHUYeCKHe CBOMcTBa cepacunoii Tkanu (Hunter et al., 2001; Kohl and

Ravens, 2003; Solovyova et al., 2003).

Jlureparypa

FitzHugh R. Impulses and physiological states in theoretical model of nerve membrane. Biophys. J. 1(6):
445-466, 1961

FitzHugh R. Mathematical models of excitation and propagation in nerve. In: Schwan H.P. (Ed.)
Biological Engineering, pp. 1-85. N.-Y., McGraw-Hill Book Co., 1969

Helmholtz H. Messungen uber den zeitlichen Verlauf der Zuckung animalischer Muskeln und die
Fortpflanzungsgeschwindigkeit der Reizung in den Nerven. Archiv fir Anatomie, Physiologie und
wissenschaftliche Medicin 17: 176-364, 1850

Hodgkin A.L. and Huxley A.F. A quantitative description of membrane current and its application to
conduction and excitation in nerve. J. Physiol. 117 (4): 500-544, 1952

Hunter P.J., Kohl P., Noble D. Integrative models of heart: Achievements and limitations. Phil. Trans. R.
Soc. A 359: 1049-1054, 2001

Kohl P. and Ravens U. Mechano-electric feedback and cardiac arrhythmias. Prog. Biophys. Molec. Biol.
82(1-3): 1-266, 2003

Loskutov A.Yu. and Shishmarev I.A. Control of dynamical system behavior by parametric perturbations:
An analytic approach. Chaos 4(2): 391-395, 1994

McAillister R.E., Noble D., Tsien R.W. Reconstruction of the electrical activity of cardiac Purkinje fibres.
J. Physiol. 251(1): 1-59, 1975

Murray J.D. Mathematical biology. Berlin, Springer-Verlag, 1993

Nagumo J., Arimoto S. and Yoshizawa S. An active pulse transmission line simulating nerve axon. Proc.
IRE 50(10): 2061-2071, 1962

Noble D. A modification of the Hodgkin-Huxley equations applicable to Purkinje fibre action and
pacemaker potentials. J. Physiol. 160(2): 317-352, 1962

Noble D. Modeling the heart: From genes to cells to the whole organ. Science 295: 1678-1682, 2002
Plant R.E. The effect of calcium++ on bursting neurons. A modeling study. Biophys. J. 21(3): 217-237,
1978

Plant R.E. Bifurcation and resonance in a model for bursting nerve cells. J. Math. Biol. 11(1): 15-32,
1981

Rinzel J. Models in neurobiology. In: Enns R.H., Jones B.L., Miura R.M., Rangnekar S.S. (Eds.)
Nonlinear phenomena in physics and biology, pp. 245-367. N.-Y., Plenum Press, 1981

Solovyova O., Vikulova N., Markhasin V.S., Kohl P. A novel method for qualifying the contribution of
different intracellular mechanisms to mechanically induced changes in action potential characteristics. In:
Magnin I.E., Montagnat J., Clarysse P., Nenonen J., Katila T. (Eds.) Functional imaging and modeling of
the heart (Conference Proceedings). Lyon, Springer-Verlag, 2674: 8-17, 2003

22



Wiener N. and Rosenblueth A. The mathematical formulation of the problem of conduction of impulses
in a network of connected excitable elements, specifically in cardiac muscle. Arch. Inst. Cardiol. Mexico
16: 205-265, 1946

Anues P.P. u Yaiinaxsu JI.M. UccnenoBanue npeaBTOMaTHUYECKOM May3bl MOJ ACHCTBUEM allETUIXOIMHA
B KIETKaX HCTUHHBIX BOJUTENCH pPUTMA CHHYCOBOIO y3Ja KPOJUKA METOJOM KOMIIBIOTEPHOTO
moaenupoBanus. JJAH 402(6): 828-830, 2005

AnexceeB B.B. u JlockytoB A.JO. VnpaBineHue cucteMoil cO CTpaHHBIM aTTPAKTOPOM IOCPEICTBOM
NEepUOMYECKOT0 MapaMmeTpuueckoro Bosneiicreus. JAH CCCP 293: 1346-1348, 1987

banmaxosckuit N.C. HekoTopble pexXUMBI IBMKCHHUS BO30YXKICHUS B HACATHLHON BO30YIUMOU TKAaHM.
buogwusuka 10(6): 1063-1067, 1965

Bunep H. KuGepneruka, nim yrnpasJicHue U CBsI3b B )KUBOTHOM Mupe. M., Hayka, 1983

Bunep H. u Poszen6bmior A. IlpoBeaeHune HMIyJIbCOB B CEpAEYHOM MbIIIIe. MaremaTuueckas
(hopMynmpoBKka TPOOIEMBI TPOBENEHUS WMMITYJIbCOB B CETH CBA3AHHBIX BO30OYAMMBIX JIIEMEHTOB, B
YaCTHOCTH B CepACUHOM MbItIe. Kubepnemuueckuti coopnux HJI 3. 7-86, 1961

TI'emppanng WM., I'ypounkens B.C., Kom .M., Hermma M.JI., Iluk M.JL. O cuHXpOHU3aNNHA
JBUTATEIBHBIX €IUHMII M CBI3aHHBIX C HEI0 MOJIEIBHBIX MpeAcTaBieHusx. buogusuxa 8(4): 475-486,
1963

I'enbpann UM., T'ypounkens B.C., llermma M.JI., lluk M.JI. HekoTopble BOMPOCHI HCCIETOBaHUS
IBHOKEeHUH. B: Mogenu cTpyKTypHO-(YHKIIMOHALHOW OPTaHU3alni HEKOTOPHIX OMOIOTHYECKIX CHCTEM,
c. 264-276. M., Hayka, 1966

Wsanunxwuii ['.P., Kpunckuit B.1., CenpkoB E.E. Marematudeckas 6nodusuka knetku. M., Hayka, 1978
Kosanesa H.A. u JlockytoB A.1O. Cradbunu3zanus nuddy3H0 HHIYIUPOBAHHBIX XA0TUYECKUX MTPOIECCOB.
JAH Poccuu 396(1): 68-70, 2004

Kpunckuit B.1., ®omun C.B., Xonomos A.B. O kpuruueckoii macce npu GuOpwusinuu. buoguszuxa
12(5): 908-914, 1967

JlockytoB A.YO. n MuxaiinoB A.C. Beenenue B cunepretuky M., Hayka, 1990

JlockyTtoB A.1O. u MuxaiinoB A.C. OCHOBBI TeOpHH CI0XKHBIX cucteM. M.-Ixkerck, UKU-PX]I, 2007
Masypo M.E. Uaentudukanus mMaTeMaTHUYECKUX MOJEICH HENIMHEHHBIX JUHAMUYECKUX CHCTEM. B:
«Marematuka. Kommbiotep. O6pazoBanue. COOpHUK Te3ucoB», BbIN.16. M.-Mxesck, MKM-PX ]I, 2009

XomxkkuH A. HepBHblit ummynbe. M., Mup, 1965

23



