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CTpaTer NYCCKasd HHUIIMaTHuBAa 7 ((I[OCTI/I)KCHI/IC JIMAUPYIOIUX MO3UIMN B obactu
CYIICPKOMIIBIOTCPHBIX TEXHOJIOTUM 1 BBICOKOITPOU3BOAUTCIIBHBIX BEIYMCIICHUI

MO}ICJ’II/lpOBaHI/Ie CUTHAJBHBIX IIPOLECCOB B HeﬁPOHHLIX CETHAX MO3ra

(baok Jeknuii Mo NapaJieJJbHbIM BHIYHCICHUSIM)

Jleknust Nel.  MojgeanpoBanne XMMHU4YeCKOil AKTHUBHOCTH B HePOHHBIX CHCTeMAax
Mo3ra. KajgbnueBasi CHrHAJIM3AIUA B ACTPOIUTAX

[lepBas kpymHOMacmTaOHass CHUMYJISIIUS HEHPOHATHLHOW CHUCTEMBI, HUMEIOIIEH pa3Mep
MOpsIKa YrMciIa HEMPOHOB B Mo3re B3pocyioro yenoBeka (~10711 kimeTok), ObuTa OCyImmecTBIeHA
N.M. UxukeuueM B 2005 roxy. Mosens BKItouana B ce0sl IETAbHYIO TalaMO-KOPTUKAIBHYIO
QHATOMHUIO CETed M OHOJIOTO-PEATMCTUYHOE ONUCAHUE JWUHAMUKHA OTJENbHBIX HEWPOHOB.
[To3nHee B Mojiennb ObLIM JOOABJICHBI 3JIEMEHTHl XUMUYECKOW CUTHAIN3aIluu, IPUCYTCTBYIOIINE
B peaJlbHOM MO3Te, TaKHe KaK CHHANTHYeCKas TUIACTHYHOCTh U To(paMUHOBAsT HEHPOMO,TYJISIIHSI
macTuuHocTH. OIleHKa M3 KIIACCHMYECKOoro 3akoHa Mypa mokasana, 4ro Julsl 3alycka TakKon
MOJIEJIM B PEAIbHOM BPEMEHU Ha JIOCTYIIHOM KOJIMYECTBE PECypcoB OYJIET BO3MOKHA YXKE K
cepenune 2016 roga. OgHaKo, CyIMECTBYIONIME KPyITHOMACIITAOHBIE MOJCIIA MO3Tra He OEpyT BO
BHAMAaHHUE BO3JCHCTBUS HA CHTHAJIW3AIAKD HEWPOHHBIX CETEW BHEKJIETOYHOW CpPENBI,
CBS3aHHBIMU C AaKTUBAllMEedl TJIMANbHBIX KIETOK (B YAaCTHOCTH, AaCTPOIIMTOB) M MOJIEKYI
BHEKJIETOUYHOTO Marpukca mMo3ra. [[o pa3nmuyHbIM OlleHKaM, YUCJIO acTpOIUTOB B Mo3re B 1-10
pa3 TpeBbIIIAET YKCIO HEHUpOHAIBbHBIX KJIEeTOK. lIpuHHMMas BO BHHMMaHWE, YTO MOJIEIH
aCTPOIIMTOB MPEJICTABISIIOT €000 MHOrOMEpHbIE JIMHAMUYECKHE CHUCTEMBI, J00aBlieHue
3¢ (HeKTOB HEUPOH-TIIMATHHBIX B3aUMOJCHCTBHI B OOIIYI0 MOJETh CTAaHET 3HAUUTENBHBIM €&
YCIIO)KHEHUEM. B CBSI3M C 3TUM BaXXHbIM CTAHOBUTCSI IPUMEHEHHE METOJOB MapajlieInu3allni,
YMEHBIIAIONUX BEIUUCIUTEILHOE BPEMS] CUMYJISIINH.

KaJILHI/IeBaﬂ CHUTrHAJIM3anud B acTpouuTax. Kaﬂbul/IEBble BOJIHBI
KmroueBoe BHHMaHUE B HCCIICAOBAHUAX MO3ra TpaIuOUOHHO YACIACTCA OCHOBHBIM

CUTHAIILHBIM KJIETKaM — HEeWpOHaM, OCYIIECTBISIOMUM HH(POpPMAIMOHHBIE (YHKINH Tepeaadn
UMIYJIBCHBIX 3JEKTPUYECKUX BO30YKICHUH, KOJAWPOBAHUS W JEKOJIUPOBAHUS HWH()OpPMAITUH.
Opnako, B OCTIEHUE HECKOJBKO JECSITUIIETHI B MOUCKE PETYJISITOPHBIX MEXaHU3MOB IepeIaun
CUTHAJIOB B MoO3Te OOJIBIIION HWHTEpeC HcceoBaTeiell BhI3BIBAIOT TIHANBHBIE KIETKH (B
YaCTHOCTH, aCTPOIIUTHI — OJIUH U3 PACIPOCTPAHEHHBIX TUIIOB IJIUK). B TeueHne MHOTUX JIET IIHsl
paccMmarpuBajach KaK COBOKYIHOCTh JJIEKTPUYECKH HEAKTHBHBIX KIIETOK, HIPAIOIINX
BcrioMoratenbHyto  ¢QyHkmmoo. [lo Kiaccmueckoil TEOpUHM WX OCHOBHOW POIIBIO  SIBIISIICS

O6paTHBII71 3axBaT Bo36y>1<):[a}01unx U TOPMO3HBIX HeﬁPOHepeI[aT"II/IKOB. Ponn ACTPpOIUTAPHBIX



TPAHCIIOPTEPOB  HEUPONEPEJATUAKOB CTallda ACCOIUMPOBATHCI C TOHKOHW  HACTPONKOMN
KOHIIEHTpAIlMOHHOTO Tpoduis HelpomepenaTynka B cuHanTH4eckod menu. [lomumo storo,
CUHMTAETCS, YTO ACTPOIUTHI OJJICPKUBAIOT MOHHBIN TOMEOCTa3 BO BHEKJIETOYHOM MPOCTPAHCTBE
Mo3ra. OJHaKo, TOCIEeJHEEe BpeMs CTaIH TOSBIATHCS JaHHBIC, YKa3blBalOIIMEe Ha
NPUHIMIHAIEHYIO POJb TJIMA B CHTHAIBHBIX M HWH()OPMAIMOHHBIX IpolleccaXx B MO3re Ha
ceteBoM ypoBHe (Fellin, T., J. Physiol, 2004).

B "yacTHOCTH BBISICHHIIOCH, UTO aCTPOIMTHI CIIOCOOHBI T€HEPUPOBATH PACTIPOCTPAHSIFOIIHECS
KaJIbIIUEBBIE CHUTHAJIBI W  BBICBOOOXKIATh  IEpPeIaTYMKH, O0NamaroT  (yHKITMOHATLHOM
MOP(}OTOTHIEeCKON TUTACTUYHOCTBIO. JIeWCTBUTEIBHO, aCTPOIUTHI, HE SIBIISSCH SJCKTPHUSCKU
AKTUBHBIMHU KJIETKaMH, O0JIaalOT TpPHU O3TOM CIIOCOOHOCTBHIO TEHEPHUPOBATH KaJbI[UEBBIC
HUMITYJIbCHI U OCHUJUISALIAN, PACIIPOCTPAHSIONINECS OT KJIETKH K KieTke. KalblineBbie curHalibl B
acCTPOIMTaX MOTYT HHUIIMUPOBATHCS KaK 3a CYET HEHPOHAIBHON aKTHBHOCTH, TaK M CIIOHTAHHO.
CHHaNTHYeCKOe M HECHHANTHYeCKOe HEWPOHATBHOE BBICBOOOXKICHHE psjia IepeaTInKOB,
BKOUaromux riayramat, 'AMK, anerunxonus, HopaapeHnanus, nopamud, AT®, okeun azora,
B/IH®, xanHHaOMHOUIBI MOTYT 3aITyCKaTh B aCTPOIUTAX PEIENTOPHBIC U TPAHCHIOPTEPHBIE TOKH,
a Tak)ke KaJIbI[UeBbIe OCIMJUISIAA. boJlee TOro, KalbIIMeBbIe CHTHAIBI B aCTPOITUTAX CIIOCOOHBI
3aIyCTUTh BE3UKYJISIPHOE BRICBOOOKICHUE STUMHU KIIETKAMHU TIEPEIaTIHKOB.

CymiecTByrolye 3KCIepUMEHTAIbHBIE TOIXOAbl UCCIIEOBAHUSI HEUPOH-TIIMATBHBIX ceTel
(ma Puc. 1 mpencraBieHsl JaHHBIE KOH(POKAIBHOTO UMHUDKUHTA KYJIBTYPhl HEUPOH-TIIHATHLHOU
CeTH in Vitro) u (apMaKoJIOTHYSCKON MOJIYJIAIINN aKTHBHOCTH TAKMX CETEH 3a4acTyiO SIBJISIOTCS
OYeHBb JOPOTUMH W HMMEIOT OOJIBIIOE KOJUYECTBO TEXHHUYCCKHX OrpaHWueHUi. [ pemmeHus
TaKUX 3aJa4 BBITOJHO MCIOJIB30BATh BBIUMCIMTENIBHBIA IOIXOM, 3aKIIOYAIOIIUNCT B
MPUMEHEHHH MaTeMaTUYeCKOTO U KOMITBIOTEPHOTO MOJCTUPOBAHUS CHTHAIBHBIX MPOIECCOB B
HEHPOH-TIHANBHBIX ceTsaX. OgHako, HECMOTpS Ha HaJIWdde OOJIBIIOr0  KOJWYEeCTBa
(PU3HOJIOTHYECKHUX JIAHHBIX, TEOPETHYECKOe IMOHUMAHUE CHUTHAJIBHBIX M TOMEOCTATHYCCKHX
(YHKIIUH acTpOIMTOB B HACTOsINEe BpeMs He SBISETCS MOJIHBIM. Bcee cymecTByromue
TEOpeTUYeCKre pabOThl MO KAIbIIMEBONH CUTHAIU3AIMKA B aCTPOIMTAX IOJAraioT OCHOBHBIM
MEXaHW3MOM TEHepalliil HWMITYJbCOB  KallbIUUA-UHAYIIUPOBAHHBIA BBIOPOC KaNBIHS U3
SHJIOIUTA3MATHYECKOTO peTukyiryma. OpHako, HEJIaBHHA aHAIW3 JAHHBIX 3JICKTPOHHOU
MUKPOCKOTIHH TOKa3al OTCYTCTBHE BHYTPHUKJIETOUHBIX JIETIO B TOHKUX OTPOCTKAX aCTPOIUTOB,
HaXOJISIIMXCA B OJIM30CTH OT cuHanTH4Yeckux KoHTakToB (Patrushev, 1., Cell Calcium, 2013).
JlarHbBIe (QIIFOOPECIIEHTHOTO UMaXKJIMHTA, B CBOIO OYepe/ib, MOKA3bIBAIOT HAJIMYME KaJIbIIUEBBIX
COOBITHIA OOJIBITIOrO pa3Mepa B OTPOCTKAX aCTPOIMTOB, IPH 3TOM paclpe/ieiecHHe KalbIIHEBhIX
COOBITHIA TIO pa3Mepy U JUIUTEIHHOCTH HOCUT cTemeHHoi Xapaktep (Wu, Y. W., Cell Calcium,

2014). B pabote (Volterra, A., Nature Reviews Neuroscience, 2014) Takxe 0TMEUYaIOCh OTINYNE



KaJIbIIMEBBIX CHUTHAJIOB, HAOIIOAAEMBIX B JAIBHUX OTPOCTKAX AaCTPOIMTOB, OT CHTHAJIOB,
HaOJIOTaeMBbIX B Telle KJIETKH. Takke W3BECTHO, YTO MPHU aNIUIMKAIUKA HeHpomepeaaTunKoB
M3MEHSIFOTCS TaK)Ke BHYTPUKIIETOUHBIe KOoHIIeHTpanuu Hatpus u kanus (Kirischuk, S., Trends in
neurosciences, 2012). Takum 06pa3oM, CUTHATH3AIUS B aCTPOIUTAPHBIX OTPOCTKAX 3aJICHCTBYET
WHBIE MEXaHU3MBI, HEXEI BBIOPOC KaJbIMsS W3 SHIOIUIA3MATHYECKOTO PETHKYIyMa, Y4TO He
YUUTHIBACTCS B CYIIECTBYIOIIUX TEOPETUUECKUX MOJIENSIX. B pamkax mpoekTa OyJeT mocTpoeHa
MOJIeTTb, YUUTHIBAIOIIAS PsiT MeMOpaHHbIX MexaHu3MmoB B actporute (Kirischuk, S., Trends in
neurosciences, 2012), I oMACaHUS TOBEICHUS aCTPOIUTA MPH PA3INIHBIX (PH3UOTOTHISCKUX

niH (papMaKoIOTHIECKUX BO3/ICHCTBHSX.

Puc. 1 KondokanbHblli IMHIKAHT KYJIbTYphl HEHPOH-TIHAIBHOM CETH in Vitro (MUKpPOCKOT
. N 2+
Carl Zeiss LSM 510 NLO Duoscan). 3enéubiii mapkep — JroMmuHecHeHnuss MoHOB Ca

(BenynoBa M.B., Mutpommuna E.B., Myxuna 1.B., HeonmyOmKoBaHHbBIE JaHHEIE).

JlnHamMuKa MOJIEKYJISIPHO-KJIETOUHBIX KAacKaJOB KaJbI[MEBOW CHUTHAIM3AIMH B acTPOIMTAX
MpearnoaraeTcss B CYIIECTBYIOIUX MOJENSX JOCTATOYHO CXOIHOW C BHIOPOCOM KallbllUs W3
BHYTPHKJIETOUHBIX XPAHHWJIHIN B HEWpPOHAX, OJHAKO 00JaTaeT XapaKTePHBIMH OCOOCHHOCTSIMH.
ba3oBoit maTemaTnyeckoii MOJCIBIO KaJIBIIMEBOW MTWHAMHUKH B acTPOITUTaX CUMTAETCs padoTta
(De Young, PNAS,1994), onuceiBaroias KHHETUKY BBIOpOCA KaJIBIIHS U3 SHIOTIA3MAaTUYECKOTO
perukynyma uepe3 MT® 3aBucumble kambiueBble kaHaibel (IP3Rs). Onnolt u3 Hambonee
YIOOHBIX C BBIYUCIUTEIEHOW TOYKH 3PEHUS SBISIETCS MPHOMKEHHAs MOJENh JIUHAMHUKH
actporuta (Rinzel, J. Theor. Biol., 1994), moctpoenHas Ha ocHOBe (opmaym3ma XOJKKHHA-
Xakcnu U mpeHeOperaronasi KHHETHKOM OBICTPBIX MPOIleccOB B quHaMuKe cpabaTeiBanus [P3Rs.
Nurepecen Takke u ceteBoit actekT curnanm3anuu actporuToB (G. Ullah, Cell Calcium, 2006),

MmoKaspIBaromuii, uro 3a c4der auddy3umm MUTD depes mieneBble KOHTAKTHI aCTPOIUTHI MOTYT



(GopMHUpOBaTh CHHXPOHHBIE HU3KOYACTOTHBIC KOJIEOAHWS KOHIEHTpamuu Kaibiws. OmHako, B
JUTEpaType HET TOJHOTO0 KOHCEHCyca KacaTelbHO KOHKPETHOH CHTHAJIbHOW MOJIEKYJIBL,
OTBETCTBEHHOW 3a Tepeladyy CHUTHAJIOB B CETAX acTpouuToB. Jlemo B TOM, 4YTO B
pacpoCTpaHeHUE KaJBIIMEBBIX BOJH B aCTPOIMTAPHBIX CETSX BHOCUT BKiIaa Takxke ATO,
JIEWCTBYIOINEe Ha acTPOIUTHI Yepe3 MeMOpaHHBIE ITyPUHIPTHUECKUE PEIETITOPHI M BBIIEISIEMOE
ACTPOIIMTOM BO BHEKJIETOYHOE IPOCTPAHCTBO TPU TOBBIINICHUM KOHICHTPAIIMKA KaJbIUsS B
nuro3onu (MacDonald, C. L., Frontiers in neuroengineering, 2008). Ilo-Bumumomy, kak
mappy3us ATO Bo BHEKIIETOYHOM MPOCTpaHCTBe, Tak u U dy3uss UTO depe3 ram-KOHTAKTHI
BHOCST BKJIQJT B CETEBYIO acTpOIMTapHYIO curHamm3anuio. B padore (Lallouette, J., Frontiers in
Computational Neuroscience, 2014) Obta yuTeHa pealMCTUYHAsT TOHOJOTHS aCTPOLUTAPHOU
CeTM ¥ HEJIMHEHHBI XapaKTep TI3M-KOHTAKTOB, YTO IO3BOJHJIO COMOCTABHUTH JAITBHOCTh
pacrpocTpaHeHHsI KalbIIMEBhIX BOJH B SKCIEPUMEHTE B KOMITbIOTepHO# Mojenu. B padote (De
Pitta, M., Journal of biological physics, 2012) ObuT TeTaTbHO ONMHUCAH KacKaJ] OMOXUMHUYICCKHIX
peaKIuif, CONMPOBOXKIAMOIIMIA aKTHBAIMIO METAa0OTPOIHBIX TIIyTaMaTHBIX pEleNnToOpoB Ha
MeMOpaHe acTpolmTa. BpIcokas IeTalbHOCTh MOJETHM II03BOJMJIA OLEHHTh BKIAQX psjia
OMOXHMHUYECKHX TIPOIIECCOB B KAJBIIMEBYIO JHHAMUKY acTPOIUTA, OJJHAKO OCHOBHOW THITOTE30M
paboTsl 66110 paccmotperrne UTd-3aBUCHMBIX KaHAIOB PETHKYTyMa Kak OCHOBHOTO MeXaHU3Ma
JOKAJIFHON TeHepalud KalbIIMEBBIX CUTHAIOB. boliee TOro, CymecTBYIONIHE TEOPETHYECKUE
paboTHl paccMaTpPHUBAIOT TOYEYHBIE MOJEIH KIETOK, NpeHeOperas MX TI€OMETpUeH, YTo He
corjiacyeTcsl ¢ HeJJaBHUMH dKCIepuMeHTaTbHbIMU JaHHBIMA (Wu, Y. W., Cell Calcium, 2014).
[ToMmrMoO 3TOTO, Kak yK€ OTMEYaloCh, BHIOPOC KaJbIMsl W3 PETUKYJIyMa IO-BHIAMOMY He
SIBIIICTCS. MEXAHHM3MOM T'eHEpaIlii KaJbIIMEBhIX CUTHAJIOB B JAJIBHUX OTPOCTKAX KIIETKH,
pacrooXKeHHbIX ONm3ko K cuHanTthuueckuM KoHTakTam (Patrushev, 1., Cell Calcium, 2013).
Kpome Toro, cymecTByIoIme MOJEIH HE pacCMaTpUBAIOT AKTHUBAIIMIO BHECHHANTHYECKUX
penenitopoB (Hampumep, HMJIA, AMITIA u 'TAMK penentopoB) Ha HelipoHaX Kak CJIEJICTBHE
BBIOpOCA TIIHOTIEPEaTYNKOB.

B pa6ote (De Pitta, M., Plos Computational Biology, 2011) 6bu10 paccMOTpeHO BIHSHUE
aCTPOIUTAPHOTO TIyTaMmara Ha CHHANTHUYECKYIO Tepeaady W ObUIO IMOKa3aHO, YTO aCTPOIHT
MOKeT 3((EKTHBHO PEryIHpOBaTh MPECHHANITHYSCKYIO JCTPECCHIO U (acrmTauio. B padore
(Gordleeva, S., Frontiers in Computational Neuroscience, 2012) Takxe ObUT IPOU3BEJCH Y4eT
acTpolnuTapHoro Jl-cepmHa, akTUBHPYIOIIETO MOCTCHHANITHYECKUE PELENTOPhl, YTO MPUBEIO K
OWHAIIPAaBICHHOMY KOHTPOJIIO ACTPOIIMTOM YacCTOTHI TOCTCHHAINITHYECKOTO HEeWpoHA. ABTOPHI
paboter (Tewari, S.G., Journal of biological physics, 2012) mnpowm3Benm ydeT mporecca
BE3UKYJSIPHOTO BBIOpOCA MEPETaTYMKOB U3 acCTPOLUTa (PEeHOMEHOJIOTHIEMCKON MOJICTBIO THIIA

monenu llogpikca-Mapkpama. Cremyer OTMETUTh, YTO BBeJeHHE (DEHOMEHOIOTHYECKIX



MojieNiell BbIOpoca TIHONEpeAaTYuKOB HE SIBJSIETCS TOYHBIM 0O€3 TNPUBS3KU K KOHKPETHBIM
AKCIIEPUMEHTAIHLHBIM JAHHBIM.

Mopeanb reHepanun KaablHeBBIX CHTHAJIOB

VYpaBHeHUs] KHHETUKU OMOXUMHYECKHX IMPEeoOpa3oBaHU B acTPOLUTAX U3BECTHBI U MOTYT
ObITh (popManm3oBaHbl B BUae cucTteM auddepeHnnanbHbIX ypaBHeHWH. C TOYKH 3peHHS
HEJIMHEWHON NWHAMUKH, TaKWe CHCTEMBI, B OTJIMYHE OT HEWPOHHBIX MOJENeH, H3ydaluch
CpPaBHHUTENTHLHO Masio. B OJWHOYHOM acTpoluTe OCHOBHBIM OHU(]YpKAIMOHHBIM MEXaHH3MOM,
MEPEBOAIINM KJIETKY W3 BO30yJIMMOIO peXUMa B aBTOKOJIEOATEIbHBIN, SBJSETCS OMpypKaIus
AnnpoHoBa-Xomnda, CBI3aHHAs C OTePeH yCTONIMBOCTH (MSATKOM WIIH JKECTKON B 3aBUCUMOCTH
OT TIapaMeTPOB) PABHOBECHOTO 3HAUEHUsS KAIBIIMEBON KOHIEHTpalMHh. Y4eT 0Oojee TOHKHX
MEXaHW3MOB  MOJIGKYJISIPHBIX ~ TpeoOpa3oBaHUil, a TakKe BIHSHUAS  MEXKKICTOYHBIX
B3aUMOJICHCTBUI MOXKET IpUBECTU K OoJiee CII0KHBIM MEeXaHH3MaM BO3HUKHOBEHUS KoJleOaHMi
Y TeHEpAIUH CUTHAJIOB CIIOKHOW (B TOM YHCIIE H XaO0THYECKOM) (OPMBI.

JlnHamuKa acTpolMTa OMUCKHIBaeTCs cieayromel quHammaeckoi cucremoit (Ullah G., Jung
P., Cornell-Bell A.H. Anti-phase calcium oscillations in astrocytes via inositol 1.,4,5-

trisphosphate regeneration. Cell Calcium. 2006. Vol. 39.):
dip3 _ IP3" —IP3
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J . =vCa’ I(ki +q°),
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J, =v, +v IP3* I(k; +IP3%), J,, =kCa,

out

IP3 — xoHneHTpanus nHo3uToM-1,4,5-rprdochara (MUTD, anrn. IP3), z (0 < z < 1) — nons
HEMHAKTUBUPOBAHHBIX KAJIBIMEBBIX KaHAJIOB JHJOIIa3Marudeckoro petukyiayma (OP), Ca —
BHYTPHUKJIIETOYHAs] KOHLEHTpanus Kamblus, Jg, — QyHKIUS BHEHNIHEro BO3JEHCTBHS,
OTIHCHIBAIOIAS TIOTOK BElIecTBa (HampuMep, rryTamara), HHXeKTHPYEMOTr0 BO BHEIIHIOIO CPeTy.
brodu3udecknii CMBICT KOHCTAHT W ITapaMeTPOB MOYKHO HadTh B paborax ( De Young G.W.,

Keizer J. A single-pool inositol 1,4,5-trisphosphate-receptor-based model for agonist-stimulated



oscillations in Ca*" concentration. Proc. Natl. Acad. Sci. USA.1992. Vol.89. P.9895, Li Y.,
Rinzel J. Equations for IP; receptor-mediated Ca2+ oscillations derived from a detailed kinetic
model: A Hodjkin-Huxley-like formalism. J. Theor. Biol. 1994. Vol.166. P. 461, Ullah G., Jung
P., Cornell-Bell A.H. Anti-phase calcium oscillations in astrocytes via inositol 1,4,5-
trisphosphate regeneration. Cell Calcium. 2006. Vol. 39. P.197). B coorBercTBUH ¢
OKCIIEPUMEHTAIFHBIMU  JIAHHBIMHA ~ TTapameTpbl (1) wuMmeroT cienyomme (QUKCUPOBAHHBIC
3HAUYEHHS: ¢p = 2 MKMOIb, ¢; = 0.185,v; = 6 c-l, vy, =0.11 c'l, v3 = 2.2 MKMOJIB/C, vs = 0.025
MKMOJIB/C, vs = 0.2 Mmonw/c, k; = 0.5 ¢, ky = 1 mxmons, k; = 1.1 Mxmons, a, = 0.14

MKMOJIB/C, d; = 0.13 MxMounb, d> = 1.049 Mmoo, d; = 0.9434 MxMmonb, ds = 0.082 MKMOIIb, o =
0.8, Tjps= 7.143 ¢’'. B kauecTBe KOHTPOJIBHBIX [TAPAMETPOB MBI BEIOHpaeM v,~0.3... 2 MKMOJIB/C U

IP3" = 0)...6 MKMOb.

IIpunuun padoThl KaJIbIHEBOr0 reHepaTopa

PaccMoTpuM KpaTKO OCHOBHBIE IIPUHIUIIBI T€HEPAIUU KAIbLIMEBBIX CUTHAJIOB B aCTPOLUTAX
Ha OCHOBE CXEMBbl U3MEHEHMsI KOHIIEHTPALUH OCHOBHBIX XUMUYECKHX BEILECTB, IIPEACTaBICHHON
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Puc. 2 IlpuHnun reHepanuy KalblIMEBBIX CUTHAJIOB B acTpouute. CxemaTuyeckoe

n300pakeHNue OCHOBHBIX IMyTel W3MEHEHUs KOHIeHTpauu Kabius 1 UTO B kieTke.

N3 Ouopu3uku U3BECTHO, UYTO JAUHAMUYECKHE TMPOIECChl B KIIETKE OMPEIeIIsIOTCS
W3MEHEHUSIMH KOHIICHTPAIIMH JIBYX OCHOBHBIX BeriecTB: UT® 1 ¢cBOOOTHOTO BHYTPHUKIETOYHOTO
KaJIbIUS. DJTH W3MEHEHHUS ONHMCHIBAIOTCA (PYHKIUAMU «oTOKay BemecTBa J. OCHOBHBIM
HCTOYHUKOM Kalblius B actpouuTe siBisiercss DP. Kanbumit xpanutcs BHyTpu DP u Moxer
MPOXOAUTh uepe3 KaHalbl MeMOpaHbl DP B HHTOIIa3My, YTO COOTBETCTBYET IOBBIIIEHUIO
BHYTPHUKJIETOYHON KOHIeHTparuu Kaiblusa. [loTox kxameius w3z OP B muromnasmy, Jonammels

SIBIIIETCSl HEJIMHEHHOW (YHKIMEW KOHIEHTPAMW KaJbIlUsS W YIpaBIsIeTcss KOHIEHTparmen



NT®. CxopocTh 3TOro OTOKA OMpEIEIIETCS T0JIe KaHaloB Ha MeMOpane DP, Haxoasmuxcs B
OTKPBITOM (B HEMHAKTMBHPOBAHHOM) COCTOSHMH () < z < /. OOpaTHBIA NOTOK KaIbIHMA Jpymp U3
uuToria3Mel B DP BIIsSIETCS] aKTUBHBIM TPAHCIIOPTOM, 3aKaUYMBAIOIINM Kallblinii oOpaTHO B OP 1
HaIlpaBJICHHbIM MPOTUB IpajiieHTa KOHLEeHTpauuid. Kpome Toro, mMeercsi macCUBHBIMA MOTOK
Jleaks COOTBETCTBYIOIIMNA TPAAMEHTHOMY TIEPEHOCY KalblUsl dYepe3 HeHTpajabHble KaHAJbI
MeMmOpanbl JP. [Ipenebperast maccuBHBIMU TpolieccaMu 0OMEHa KalbIlHsl C BHEITHEH cpefoi J;,
U Jyys, @ TAKKE BIUSIHUEM KaJblus Ha KoHIeHTparuo U T, koTopas npu oTCyTCTBUU BXOAHOTO
CHTHaJa Jgj,, CTPEMHUTCS K CBOEMY PaBHOBECHOMY 3HadeHuto [P3 = IP3 ", MOJy4YUM CJEeAYIoIee
ypaBHEHHE OajlaHca TOTOKOB KaJbIIUSI:

J Tt 1oar =0 )

channel = ¥ pump

n COOTBGTCTBYIOHleﬁ J0JI1 HCUHAKTUBUPOBAHHBIX KaHAJIOB

IP3 +d
a,| dy=———"L(I-z)—z%Ca |=0.
7 1p3 +d3( / 3)

B paMKax CACITAHHBIX l'IpI/I6J'II/I)KeHI/1ﬁ MOJCIb AWMHAMHUKKH OAWHOYHOI'O acCTponuTa
IIPpUHUMACT BU

dCa

d 1 = Jchannel - qump + ‘]leak ’
IP3+d (4)
E a3 ca)—caxip3|
dt IP3+d,

®dazoBpiit opTpeT Moaenu (4) nzobpakeHn Ha Puc.2. [IlyHKTHpHBIMHA JTUHUSMHA OTMEYCHBI
3aBucuMocTH z = z;(Ca) u z = z,(Ca), nonydeHHble U3 ypaBHeHHH (2) u (3), KOTOPBIE SIBIISIOTCS
[JIaBHBIMU HM30KJIMHamMH. Buano, uto ¢ynkuus z = z;(Ca) umeer namarounmii ydactok. Ilo
AHAJIOTHH C KJIACCMUECKUMH aBTOT€HEPATOPHBIMU CHUCTEMAaMHU B PaJMOTEXHHUKE HAJIUYHE TaKOTro
ydacTKa MOYKHO TPaKTOBaTh KaK OTpHUIATEIbHOE MU(QepeHImaTIbHoe «CompoTHBiIeHue». [Ipu
STOM KOHIIEHTpAIUsl KaJbIIMsl SIBIISETCS aHAJIOTOM «HAINPSHKEHUS», EPEMEHHasl z — aHaJIoroM
«TOKay, KOTOpasi M0 CBOeMY OMO(U3NYECKOMY CMBICITY PEryJIHpyeT BBIXOJ (TOK) Kaiablus u3 JP,

a U30KJIMHA z = z;(Ca) SABJISICTCA XapaKTepHCTHKOﬁ KaJIbIITUCBOTO IreHeparopa.
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Puc. 3 ®a3oBbrit mopTpeT Moenu (4).

JlpyruMu cioBaMu, MOBBIIICHHE KOHIIEHTPAIIUU KATBIIHS BBIIIE HEKOTOPOTO KPUTUYECKOTO
3HA4YeHHS (MaKCUMYyM XapakTepucTuku z z;(Ca)) NMPUBOIUT K TPOSBICHHUIO IMOJIOKUTEIHHOM
00paTHOM CBSA3M B 3aMKHYTOM IIeNIOYKE NOTOKOB KOHUEHTPAUUH Jonannets Jpumps Jieak (M. Prc. 2).
B 6uodusndeckoii TpakToOBKe Ha 3TOM ydacTKe TMOBBIIIaeTcs A0Js OTKpBIThIX M Td-3aBucuMbIx
KaHAJIOB, YTO YBEJIMYMBAET BBIXOJ Kaibllsl W3 DOP W ero mMmoBBIIEHHE B IHUTOILIA3ME.
JlanpHelnee NOBBIIIEHNE KATBIMS IPUBOJNT K «HACBHIIIEHHUIO», Korna N T®-3aBucumble KaHabI
(YMEHBIIICHHE z) U BBIXOJI KAJIBIHSI KOMIICHCHPYETCS €ro oOparHoi 3akaukoi B DP. Ilpu saTom
paBHOBecHass KoHIieHTpaiuss WUT® wurpaetr poiib MOCTOSHHOTO «HCTOYHHWKA DJHEPTUU» U
(akTHUeCKHU OIpeeNsieT MooKeHne «pabodeit Toukm» reHeparopa. [lpu goctaTouHO BBICOKOM
koHnentpanuu UTO coctosiHue paBHOBecHs TONAaeT Ha MAJAIOMIUN YIaCTOK XapaKTepUCTUKA
z = z;(Ca)), 1 MOXHO OXHJIaThb BO3HUKHOBEHHS aBTOKOJeOaTelbHOro pexkuma (cMm. Puc. 3).
OTMeTHM, 4TO TTapaMeTpbl 0OpaTHOHN CBSI3M B JAHHOUW MOCTAHOBKE 3aal0TCS KHHETUKOW PaOOTHI
NT®-3aBucuMOro KajabliM€BOro KaHajla U He peryJupyroTcs.

Bropoit kackan quHAMHYECKOTO U3MEHEHHUS KOHIIEHTPAIlUii B KJIETKe BKJIFOYaeT MOTOK Jpy ¢,
M3MEHSIONMMK  KoHIeHTpanmuio WMT® B 3aBUCHMOCTH OT KOHICHTPAIUA KaIbIHSA. ITO
MOJIOKUTENIbHAsT OOpaTHasi CBSI3b, YNpPABJSAIONIAs «UCTOYHUKOM OHHEPIUU» IPU TOBBIIICHUU
KOHIIEHTpAIlUK KabIus. BennumHa 3Toit 00paTHOM CBS3M OIpenesseTcs mapameTpoM vy Toku
Jin 1 Jyy OMUCHIBAIOT OOMEH KalbI[MEM C BHEIIHEH CpeJol W CYIIECTBEHHOTO BIUSHHUS Ha
MEXaHW3M BO3HUKHOBEHUS KaJbIIMEBBIX KOJIEOAHUI HE OKa3bIBAIOT, U3MEHSS JIUIIb MapaMeTphl
3TUX KoJieOaHu# (aMIUTUTYy, PopMy, ITTUTETHHOCTD).

I[I/IHaMI/IKa acTponura 1mo/J JelcTBHEM NpAMOYTroJIbHOT0 UMITYyJIbCa



W3 skcnepuMeHTaIbHBIX JAAHHBIX M3BECTHO, UYTO MPU PE3KOM HM3MEHEHHH KOHIIEHTpAIUU
riyTamMara (BEIIECTBO, BBIIEISIEMOE HEHpPOHAMU IIPU AKTUBALlMM CHHANTUYECKUX CBA3€il)
Ha0JII0/1aeTCs TOBBIIEHNE BHYTPUKIIETOUHOM KoHIleHTpauuu U T® B actponure.

B kadecTBe BO30y)XHaromero Bo3ueHcTBUS Jy;, OyleM HCHONB30BaTh  OJUHOYHBIN
MPSIMOYTOJIBHBIA HMMITYJIBC € aMIUTUTYJI0OM A u jymrenbHocThio 7. IlycTh mpu OTCyTCTBUU
BHEIIHUX BO3JCMCTBUIA acTpOLMT HAXOAWTCS B BO30YyIMMOM pEXHME, 3BOJIOLUOHHUPYS B
OKPECTHOCTH YCTOHYMBOIO CTallMOHAPHOIO COCTOsIHMS. [IpM MMIIyJIbCHOM BO3A€HCTBHU
nepeMeHHas [P3 HauumHaeT yBEIMYMBATHCS Ha WHTEpBAJE JIUTENBHOCTH HMIIYJbCa, 3aTeM
MEJUIEHHO pellakcupyeT K paBHOBecHOMY 3HaueHuto. Ha Puc. 4 mnpexacraBneHsl (a3oBbie
TPAaGKTOPUM ¥ BPEMEHHBIE peEalU3allid, COOTBETCTBYIOIIME OTKJIMKAaM acTpolUTa Ha
HPSIMOYTOJIBHBIN UMITYJIBC Pa3IMYHON aMIUTUTYAb U (PUKCUPOBAHHOU UIUTENbHOCTH. OTMETHM,
YTO MPHU YBEIWYEHUH aMIUIATY]IbI BO3JACUCTBUSI MPOMCXOAUT PE3KOE HapacTaHWE aMIUIUTYIbI

KaJIbIIUEBOI'0 UMITYJIbCA.

a) 0)

A ;= 37 mxmons
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Ca, mxmons epems, ¢

Puc. 4. a) Ilpoekiuu (a3oBbIX TpaekTopuii cucteMbl Ha (azoByro miockocts (Ca, z) npu
BO3JICHCTBUU NPSIMOYIOJBHOTO HMITyJIbca C aMIUIMTYyA0H A, Mkmoib; 0) BpemenHsbie
peanu3anyy KOHIEHTpanuu Kanbimsi Ca(?) Takke IpH pa3IMnyHBbIX aMIUIATyJaX A BHEIIHEro

CTHMyITa. 3HAUYCHHS MapaMeTpoB: T =5 Mc, IP3" = 0.16 MKMOIB, v4 = 0.3 MKMOJIB/C.

00630p MaremMaTH4YecKHMX Mojeeld BHYTPHUKJIETOYHOH KAJbIUEBOH THHAMUKH B
acTpoOLHTAX.

PaccMoTpuM OCHOBHBIE MOJENH, MPEATOKEHHBIC IS OMUCAHHS MEXaHH3MOB T'€Heparuu
KalblUeBbIX Kojebanuit B actporute. OmHON W3 HamboJee pacHpoCTpaHEHHBIX MOJENeH,
OTMCHIBAIOIUX aKTUBHOCTh aCTPOILIMTA, SIBJISIETCSI MOJENb, MpEeJICTaBlIeHHas B pabore Yiuiaxa ¢
coaBTOpaMH (OTICaHa BHIIIIE).

B pa6ote Snra-Kaitzepa B 1992 6pi1a mpeiioxkeHa U ucciaeioBaHa OHA U3 CaMbIX MEPBBIX

Mo,ueneﬁ, ONUCHIBAKOIad JUHAMUKY BHyTpHKHeTOqHOﬁ KOHICHTpalluu KaJIbIIUs B aCTPOLUTE.



Ota MozeNb MpeAcTaBiIsieT coboil cucteMy U3 IBYX nu((epeHIUANbHBIX YpaBHEHHH BTOPOTO
nopsiaka. [lepeMeHHBIME B 9TON MOJEINH SIBIISIFOTCS. BHYTPUKIIETOYHbBIE KOHIICHTPAIUU KalbLUs 1
UT®. B ypaBHeHue, omnpenensioniee U3MEHEHUs BHYTPUKIETOUYHOM KOHIIEHTpPAIMH KaJbILUs,
BXOJAT J1Ba ToKa. [lepBblil onpezenseT NOTOK KaJIbLUs U3 KJIETKU HE TOJIBKO KaK TOK YTEUKH, HO
u 3a cuer UTd-3aBucumpix kananoB Ha DP. Ilepexauky kanbius ATd-3aBucuMol TOMION
OIKCBHIBAET BTOPOH TOK, OTBEYAIOLIMH 3a IMOTOK KajbIMs BHYTPh acTpouuTa. V3MeHeHue
KoHIeHTpauuu UT® BHyTpu acTpolyTa NpH IeHEpaluu MOTEHIMala JelcTBUS Ha HeHpoHe
OTIpesieIIieTCsl BTOPhIM YpaBHEHHEM, B KOTOpPOE BoIIIa Takke 3aBucuMocTb UT® oT BenmuuuHbI
xouuenTpauu Ca’

Mogens Jlu-Punnens onuceiBaeT AMHAMHUKY acTpOIUTa B BHJE CHCTEMBI M3 JBYX
OOBIKHOBEHHBIX JH(depeHInaIbHbIX ypaBHEHUH MepBoro mnopsaka. B kauecTBe mepeMeHHBIX
BenM4MH B Mojienu JIu-Punnens paccmaTprBaeTcs KOHIIEHTPAllKs HOHOB KaJIbLIMs B IUTOILIIA3Me
([ Ca’’ /), a TaK e 0Js OTKPBHITHIX HEMHAKTUBUPOBAHHBIX KAJBIIUEBBIX KaHAJIOB (/1) B MeMOpaHe
OP. Konnentpanus HNT® Bxoaur B ypaBHeHHs, Kak mapamerp. Mogens Jlu-Punnens
MIOJIy4aeTcsl U3 MOJIENH YIllaXxa IpelebHbIM IEPEX00M K HYJEBBIM cKopocTsM cuHTe3a UTd
U B NpeHeOpexeHnr T Qy3un HOHOB KaJbIHS Yepe3 KICTOUYHYI0 MeMOpaHy; paccMaTpUBaeTCs
TOJIFKO OOMEH MOHAMU KaJIbIIHSI MEXK]Ty KJIETOUHBIM pe3epByapoM (OP) u nuromiazmoii.

OnHUM U3 OCHOBHBIX IPEUMYIIIECTB JTAaHHON MOJIeNH sIBJsieTcsl ee mpocToTa. B camom zere,
3Ta MOJEIb COACPKUT HAaUMEHbIIee YUCIO YpPaBHEHHUH, MO3BOJISIONIEE ONUCHIBATH
KoJeOarelbHbIE MPOIecChl - Ba. TeM He MeHee, 3Ta MOJIeNb PEKPACHO OMUCHIBAET AUHAMUKY
OJIMHOYHOTO acTpOIMTa BO BCEM €€ MHOroOOpa3uy: HaJIM4YUEe OJHOTO WM HECKOJIbKHX
MIOJIO’KEHUI PaBHOBECHUSI, HATMYHUE 3aTyXaloIUX WM He3aTyXaloluX KoJieOaHUH, BO3MOXKHOCTD
aAMILTUTYAHOM MM YaCTOTHOM MOMYJSIIUM KaJbIIMEBHIX Koyiebanuit m3menenueMm yposus UTO.
OmHaKo 3Ta MOJIENIb HE MOXET OIUCATh AKCIEPUMEHTATBHO MOJITBEPXKACHHBIA (aKT HAIAYHS
MpoTHBO(a3HOM CHHXPOHU3AINH B CETSIX aCTPOITUTOB.

Monens Chl, Tak ke kak U MoJieNb YJiulaxa, COJIEPKUT TPH ypaBHEHHUS, OMHUCHIBAIOIIUE TPU
MepPEMEHHbIE: IUTOIUIA3MAaTHUECKYI0 KOHIIEHTPAIMI0 HMOHOB KalbLUS, JOJIO OTKPBITHIX
HEMHAKTUBUPOBAHHBIX KaJbIMEBBIX KaHAIOB U KoHIeHTpaluio UT® B nuromiasme kietku. Ot
Mozienn Yiiaxa oTimyaetcst 0osee moApoOHBIM pacCMOTPEHUEM BKIIaJa IUTOIIA3MAaTHYECKIX
1oHOB Kainblus B iuHaMuky T, ero cunres u pacna.

Mogens G-Chl  sBasercss  oGoOmenuem wmozenu Chl, yuuThIBaromuM  BIHMSIHHE
BHEKJIETOYHOTO Turyramata Ha cuHTe3 WT® BHyTpum kietku. BoszngeiicTBue rmiryramara,
(aKkTH4eCKH, MPUBOJIUT K JIOTIOJHHUTEIBHOMY CllaraéMoMy B ypaBHeHWW auHamMuku UTD —

noctostHHOM cune. Hecmotpst Ha Oomnee cnoxHble ypaBHenus, monxenun Chl u G-Chl ne



ONMCHIBAIOT HU OJHOIO HOBOTO JMHAMHYECKOTO PEKMMa, KOTOPBIA HE ONMUCHIBAIA Obl MOJENN
VYnnaxa u JIu- Punnens.

Monens bennera - eIMHCTBEHHAs: MOJIENb, ONKCHIBAIOIIAs], TOMUMO JUHAMHUKHU KaJblUs U
UTO, eme w AWHAMHKY TIUHaTpaHCMUTTepa ajaeHUH-Tpu-pochara (ATD). Tak xe 3TO
€MHCTBEHHAsT MOJIeJb, COJEp)Kalllas ypaBHEHHUS B UYACTHBIX IMPOU3BOJHBIX U YUUTHIBAIOIIAS
npoctpancTBeHHylo audpdysmro UTO® u ATOD. Jlammas wmojenbs MO3BOJSIET OMHCATh
BO30YKJIEHUE U PACIPOCTPAHEHHE KAJIBLUEBBIX BOJIH B CETSIX aCTPOLUTOB, KaK OJHOMEPHBIX,
TaK U ABYMEPHBIX.

IIpumeHeHne nmapa/LuIeIbHOCTH B KOMIBIOTEPHBIX CHMYJISIHAX Mo/ieJieil 0OIMHOYHBIX
ACTPOLIUTOB

[lonmynsipable cpesibl MOJIETMPOBAHUST KpyIHOMAcIITaOHBIX HepoHabHBIX cucteM (NEST,
NEURON, u ap.) He cozepkaT aJrOpuTMOB WM OMOTHUOTEK JJIS MOJICTUPOBAHUS OTIACITHHBIX
aCTpPOIIMTOB W acCTPOUMTApHBIX ceTed. OpmHako, 3anokeHHble B ocHOBY NEURON 3akonbI
AIIEKTPO(PU3NOIOTHH TPUMEHUMBI K JIFOOBIM AJIEKTPUUYECKH aKTUBHBIM KJIETKaM, B TOM 4YHCIE K
actporuTaM. [Ipm 3TOM HEOOXOIMMO OTHENBHO J00ABISATH pean3alli¥ CUTHAIM3AIMOHHBIX
MEXaHU3MOB CHENU(PUIHBIX U1 TIHAJIBHBIX KJIETOK. PaccMOTpuM peaim3anuio Iporecca
KaJIbIUN-UHAYIIUPYEMOI0 BBICBOOOKICHUS KaJlbIUsl, OMHCBHIBAEMOro Mojenbio Jlu-Punnesns.
[lepBbIM I1aroM SIBJISIETCS CO3JJaHUE MEXaHW3Ma U3MEHEHMsI BHYKTPUKIIETOUHOW KOHIIEHTpPAIIUH

kanbius Ha si3pike NMODL:
TITLE Li-Rinzel
Onurcanne TMHAMUKU KOHIEHTPAIUU KalbIIUs:
NEURON {
SUFFIX LR
USEION ca READ ica, cai WRITE cai
RANGE cai new, depth, cai inf, cai tau

}

UNITS |
(molar) = (1/liter) : moles do not appear in units
(mM) = (millimolar)
(um) = (micron)
(mA) = (milliamp)
(msM) = (ms mM)
FARADAY = (faraday) (coulomb)

Brenenue napameTpoB U nepeMeHHbIX Mojienu JIu-Punuens
PARAMETER {
cai inf = 0.1 (mM)



cai (mM)

k3=.05 (mM)
tau ip3=7.1429 (ms)
c0=2.0 (mM)
cl=.185 ()
v1=6.0 (1/ms)
v2=.11 (1/ms)
v3=.9 (mM/ms)

ip3 = 0.1 (mM)

dl = .13 (mM)

d2=1.049 (mM)
d3=.9434 (mM)
d5=.08234 (mM)
a2=.2 (1/ms*1/mM)

}

STATE {
cal new (mM)
g ()

}

INITIAL {
cal new = cai_inf

}

ASSIGNED {
ica (mA/cm2)
ninf ()
jchan (mM/ms)
jpump (mM/ms)
jleak (mM/ms)
caER (mM)

BREAKPOINT {
SOLVE state METHOD derivimplicit

3amanne MOJIETHbHBIX YpPaBHEHUH
DERIVATIVE state {
caER=(c0O-cail new) /cl
ninf=cai new/(cai new+d5)

jchan=cl*v1* (ip3/ (ip3+dl))"3*ninf"3*g"3* (cai new-cakR)



jpump=(v3*cai new"2)/(k3"2+cai new"2)

jleak=cl*v2* (cai new-caER)

cali new' = ica + jleak + jchan + Jpump
q' = (a2*d2*(ip3+d1)/(ip3+d3))*(1—q)—a2*cai_new*q
cal = cal new

}

.hoc (aiin, ocyiecTBISIONNN CUMYIISIUIO:

func LR() {
objref rect, recc
rect = new Vector()
recc = new Vector()
objref savdata
savdata = new File()
create soma
insert LR
ip3 = 0.1 * ($1/20) vl = 2 * ($2/20)
recv.record (&soma.cai (0.5))
rect.record(&t)
run ()
savdata.printf ("parameters %g %g ", $1, $2)
for i=0,rect.size()-1 {
savdata.printf ("%g ", recc.x(i))
}
}
objref pc
pc = new ParallelContext ()
pc.runworker ()
s =0
for 3=1,20 {
for i=1, 20 {
pc.submit ("LR", i, J)

pc.done



JlaHHast CUMYJISIIIMSI pACCUUTHIBAET 3aBUCUMOCTh BHYTPHUKJIETOYHON KOHIIEHTPAIIUU KaJIbIIHs
OT BPEMEHH TpU pa3IUYHBIX 3HAYCHHUSIX MapameTpoB ip3 (koHneHtpamuss HUTD) u vl

(MakcumalibHbIN TOTOK Yepe3 UTd-perienTopsl 2HA0IIIA3MATUYECKOTO PETUKYITyMa).



Jlekmust Ne2.  MoaeanpoBaHne aCTPOIUTAPHBIX ceTel

ACTpOIIUTHI, B OTIUYHME OT HEUPOHOB, KaK MpaBWJIO HE (DOPMHUPYIOT IAIbHUX CBS3EH,
MO3TOMY PaCIpOCTPAaHEHUE CUTHAIOB B ACTPOIUTAPHBIX CETSIX MPOUCXOTUT MEXKIY COCEITHUMU
KJIETKaMH. BBIIENSIOT JBa OCHOBHBIX MEXaHW3Ma aCTPOIIMTAPHON CBSI3M: TAI-KOHTAKTEHI,
MIPOBOJISIINIAEC HWOHBI Ca® u Mostekyiiel UT®, u BHeknmetouHas auddy3us ATD (cBsa3b
ocymiecTBisieTcs 3a cueT BeiOpoca AT® u3 acTponnTa mpu MOBHIIIEHUH KOHIIEHTPAIUN KATbIUS
Y HAJIAYUS METa0OTPOIHBIX MyPUHAIPTUYECKUX PELEeNTOPOB Ha BHEITHEH MeMOpaHe acTpoIuTa,
paboTaroux Mo TOMY e MPHHIUITY, YTO U METa0OTPOITHBIE TIIyTaMaTHBIE PEIIETITOPHI).

PaccmoTpuM  Mozlenb  TUHAMHKH —MEXKJIETOYHBIX B3aUMOJCHCTBHH B  acTpOIMTAX,
MOJIETTUPYEMBIX ypaBHeHUsMU Jlu-PuHiiens, o0beIMHEHHBIX B CETh C OMOIIBIO TAM-KOHTAKTA.
['am-koHTakT OyJeM ONMUCHIBAaTh C MOMOINBIO MPOCTEUINEH MOJEeNH pPa3HOCTHOW CBSI3U TIO
BHYTPHUKJIETOYHONH KOHIIGHTPAIMW KaJblHs. Takas CBs3b JIOOABISET B IIEPBOE YypaBHEHHE
cucTeMbI (1) TOTOMHUTENBHBINA TOK KaJBIHSL, 00YCIOBICHHONW pa3HOCTHIO KOHIIEHTPAIMA HOHOB
B COCEIHUX KIeTKaX. B pesynbrate, u3 (1) clieayronyro JHHAMHUYECKYI0 CUCTEMY Uil KaXKI0TO

U3 MMapbl CBA3AHHBIX ACTPOLMUTOB:

dCa

= =t =

g 5)
—dt —aq( _(])_,qu’

oy =d o (Ca, —Ca),

re Jgu, — TOK HOHOB KaJIbIHsl, 00OYCIIOBICHHBIH UX IIPOXOKICHUEM Yepe3 II-KOHTAKT, Ca,y-
KOHIIEHTpalUsl KaJIbIUs B COCEIHEM AaCTPOIHUTE H dg, — KodpduimeHT nuddy3un HOHOB
KaJdbllUsl MeXIy actporramu. OTMETHM, YTO JBH)KCHHE HOHOB 4Yepe3 KOHTAKT MOXKET
MPOUCXOJIUThH B 00€ CTOPOHBI, TO €CTh B3aUMOJICUCTBHE SBIISCTCS OMHAIIPABICHHBIM.

[Ipeanosaoxum, 4To B OJTHOM M3 aCTPOIMTOB BO3SHHKAET KAJIBI[UEBBIN CHUTHAJ, HATIPUMED, 32
CUeT CTUMYJSIIUU TiiyramMatoM. OCHOBHBIM CBOMCTBOM JU(D(DY3HMOHHON CBSI3U  SIBIISIETCSI
BhIpaBHUBaHKME KOHICHTpaIuii. ClieoBaTeIbHO 32 CUET TAKOH CTHMYJISIIIMA MOYKHO OXHJIATh, C
OJTHOM CTOPOHBI, KaJbIIMEBOIO OTBETAa HA COCEJHEM acTPOLUTE, C JPYyrod — IOJaBICHUS
AMILTATYIBI UCXOHOTO KaJbI[MEBOIO HMMITYJIbCAa 3@ CYET OTTOKA HMOHOB KaJIBIMS Yepe3 IdII-
koHTakT. Ha Puc. 5 mpencraBieHa 3aBUCHMOCTh aMIUTUTY/bl KalbIMEBBIX CHTHAJIOB Ha

COCETHUX aCTPOITUTAaX MPH Pa3IMIHbBIX 3HAYCHHUSAX KodpurmenTa mudy3nn.
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Puc. 5. AMHJ’II/ITYI[a KaJIbIIUCBOI'0 CUTHAJIa B CUCTEME U3 ABYX CBA3AHHBIX ACTPOLUTOB IIPU

CTUMYJIALIMU OJHOTO U3 HUX OJMHOYHBIM MMITYJIBCOM TIIYyTOMATA, T, =90 mcexk., Ay, =50.

PaccmoTtpum  Temepb ceThb AuQQY3MOHHO CBS3aHHBIX acTporuToB. Kak ciemyer wu3
SKCIEPUMEHTAIBHBIX padoT, Takas ceTh (POPMHUPYETCS MPEUMYIIECTBEHHO 3a CYET JIOKATBHBIX
B3aMMOJICHCTBHM COCEAHMUX acTpoIMTOB. OOJAaCTH aKTUBHOCTH aCTPOIMTOB 00pa3yroT
MOCTIeIOBATEIHHO pacIpe/ie]IeHHbIe B MPOCTPAHCTBE “OCTPOBKH , HETIEPEKPHIBAIOIIIUECS MEXKTY

co0O01.

Puc. 6. ApXI/ITeKTypa CCTU JIOKAJIbHO CBA3aHHBIX ACTPOLUTOB, MCIIOJIB3YIOMIAACA B

YUCJICHHOM MOACIIMPOBAHUH.

CrnenoBarebHO, HATMYKME NPSIMbBIX “HAaNbHUX CBS3€H MeEXIy acTpOLUTaMU SBISIETCS

MaJIOBEpOATHBIM. [lpu MomenupoBaHuM HamboJiee NTPOCTONH W HATVISAIHONH apXUTEKTYpOu



SBIISICTCSl KBaJpaTHas CEeTKa, B Yy3Jlax KOTOPOM pacIojararoTCs acTpPOIUTHI, HWMEIOIINe
HETIOCPEJICTBEHHYIO CBS3b JIMIIb ¢ Orkaiimmumu yetbipbMs cocensimu (Puc. 6).
YpaBHEeHUS AJIs 3JIEMEHTa, PACIIOI0KEHHOTO B IPOCTPAHCTBEHHOM Y3Iie (j,k) IMEIOT B 3TOM

clly4ae CIIeNYIOIWU BUT;:

dCa,
Jjk k k k ke
7 - _Jc{hane/ - J;)ump - Jljeak - Jéap ’
dz,, k k
d—"t'=az" (1=z,,)=PBl"z,, (6)
[ k
J};fap =d,,(Ca,,, +Ca,,  +Ca,, +Ca, —4Ca,,),
Jk=12,...M,
C TPAHUYHBIMU YCJIIOBUSIMHU:
Cay, =Ca,,;  Cayyyp =Cayys Ca(/,o = Ca(/,] ; Ca_/‘,M+1 = Ca‘/M ) .
Jok=12,...M. M

Mpeb1 OynieM Takxke Hpeanojararb, 4To KOHIEHTpanus /P3 B KaXKJIOM IPOCTPAaHCTBEHHOM
y3Jle B 001eM ciaydae paziauysa, [IP3]=[IP3];, 1 MOXKET U3MEHAThCS HE3aBUCUMO OT COCEIHHX
AJIEMEHTOB 3a CYET Pa3IuIHOM WHTEHCUBHOCTH HEMPOHHON CUTHAJIU3AIMH B Pa3JIMYHBIX TOYKAX

IIPOCTPAHCTBA:

d(1P3),, [IP3] —[IP3],,

= T VR
dt T 3k (8)

TJI€ )k — CpelHssl MHTEHCUBHOCTh CUHAITUYECKHX CHTHAJIOB HEHPOHOB, PAclOOKEHHBIX B
OKPECTHOCTH JJAHHOTO MPOCTPAHCTBEHHOTO Y314 (7, k).

Mogens (6)-(8) mpeacTarisieT cobol MTUCKPETHBIA aHAIOT IMIHPOKOTO Kjacca HEJTMHEHHBIX
pacmpe/elIeHHbIX cucTeM Thna “‘peakius-Tudysus”. M3BeCcTHO, UTO TaKhe CHCTEMBI CITOCOOHBI
(dbopMupOBaTh  CTallMOHAPHBIE TMATTEPHBI AKTUBHOCTH  PAa3IMYHOM  MPOCTPAHCTBEHHOU
KOH(UTYpaI U OCIILTUPYIONIHE CTPYKTYPHI (KIacTephl) B CiIydae, eCiu JUHAMUKA dJIeMEHTa
SIBIISIETCS] aBTOKOJIe0aTeIbHOM.

[Ipomecc ¢popMupoBaHUS MATTEPHOB aKTUBHOCTH B pamMKax Mojiein (6)-(8) mpoucxoaut 3a
c4eT HEOJHOPOJHON MO MPOCTPaHCTBY ((DIYKTYUpPYIOIIEH BO BpeMEHHU 3a cueT HeHpoHaIbHOU
aKTUBHOCTH) KOHIIEHTpalluu HeWponepenarunka (riyramara). [Ipomsmumoctpupyem mporece
(¢opMupoBaHHs TakuxX marrepHoB. Ha Puc. 7 mpencraBiieHO cTallMOHApPHOE pachpesielieHue
KOHILIEHTpAllUU KaJbIUs B aCTPOLIUTAPHOM CETH IPU HEOAHOPOTHOM pacnpeneneHun [IP3];;
€[0.16+0.56] (Puc. 7 A). llpm OTCYTCTBHHM CBSI3M, YacTh 3JIEMEHTOB OCIIJLIAPYET, YacTh
HaXOIUTCS B CTAllMOHAPHOM pEXHME B 3aBHCUMOCTH OT JIOKaIbHOH BenwuuHbl [IP3];;
OTHOCHUTEIIbHO Ou(ypkanuonHoro 3HaueHus [IP3]=0.345uM. 1lpu BkmodeHnn mudy3noHHOM

CBs3U HPOUCXOIUT B(b(beKT IO AAaBJICHU A KoJIeOaHMit OCIIUJIJIMPYIOIIUX 3JICMCHTOB U B CCTU



(dopmMupyeTcss HEOJHOPOMHBIM TIO TPOCTPAHCTBY NPOQPIIIb pacupesesieHuss Kambiws. [lpn
YBEJIMUEHUH CMEIIEHUH JUara3oHa pacipeaeneHus /P3 B cTOpoHy OOJIBITUX 3HAUYEHUH OOJbIIast
YacTh AJIEMEHTOB IEPEBOJUTCS B OCHUJUISITOPHBIA PEXKUM.

[Ca*']

0.09000
0.1117
0.1333
0.1550

0.1767
0.1983
0.2200

0.4+

Spontaneous Stationary pattern

with diffusion

time
T T T T T T T T T T 1
0 20 40 60 80 100 120 140 160

©
Puc. 7. ®opmupoBaHue CTAIMOHAPHOTO MATTEPHA paclpeesieHUus] KOHIIEHTPAIIUU KaJIbITHs
B ceTd Mu(y3NOHHO CBSI3aHHBIX acTponuToB. (A). HauanpHoe pacnpenenenue [P3. 3Hauenus
[IP3] paBHOMepHO pacmpenenensl B untepsane [IP3];;, €[/0.16-0.56]. (b) Ycranosupmeecs
pacupeielIeHUE KalbLUsl B CETH INPH dg,,=0.8. (C) BpeMeHHble peann3anuy KaJbIHEBBIX

curnanos npu Ca; (1) npu j=15.

MojaeanpoBanne acTPOUMTAPHBIX ceTeil, HCHOJb3YSl MeTOAbI MNapa/LleJbHbIX
BbIYMCJICHUAN
PaccmoTpuMm peanuzanuio actpouutapHoit cetm B cpenre MATLAB, B koTtopoit CBSI3b

ocymiecTBisieTcss 3a cueT BbeIOpoca u auddy3zun ATD. Mojgenb OAMHOYHOTO AacTpPOIMTA



BKJIIOYaeT B ce0sl OJHYy MEPEMEHHYIO C, ONUCHIBAIONIIYIO JWHAMUKY Kanblus B kierke. [lpu
MIPEBBIIIEHUN HEKOTOPOrO Iopora ¢y npoucxoauT BeiOpoc AT®, pacmpoctpanstomierocss B
MPOCTPAHCTBE COIJIACHO ypaBHEHHIO TU(PQY3un (ceTh MMEET JABYMEpPHYIO CTpPYKTypy). IloTok
KaJbIHs B aCTPOIUTE, BbI3bIBaeMblid AT®, cuntaercst mponopliruoHaIbHEIM KOHIIEeHTpanun AT®O
(BMECTO JNMHEHHOW 3aBUCHUMOCTH MOXHO B35Th CcUIMoualibHyio). llpuBenem mnpumep
peanmn3anuu Takou MOJEIH:

clear;

N = 20; d = 400; step = 100; tmax = 60; kmax = tmax*step;

f = zeros(1,N); tf = zeros(1l,N); c = zeros (N, kmax) ;
d*rand(1,N); vy d*rand(1l,N); r = zeros(N,N);

N — gmcno actTponnToB, d — MPOCTPAHCTBEHHBIH MacTad ceT, tf —Bpemst 3aropaHusl KIETKH, C —
KOHIIEHTpALUs KalbIusl, (X,y) — KOOpAUHATHI KJIETOK, I — MaTpUIa PACCTOSHUM.

gamma = 0.12; cth =0.25; a = 0.3; D = 300; K = 725/ (4*pi*D);

Y — KO3 PHUIMEHT pellaKCaIliy KabIIHsl, Cy, — IOPOTOBast KOHIICHTPAIIUS KaIbIUs, a —
koa¢punment 3aryxanus AT®/maaynupoBanaoro AT® motoka, D — kospdunment quddy3um
ATO®.

c(3,1) = cth*2;
Knerka HOMep 3 akTUBHpYETCS B HAYaJIe CUMYJISIIAH.
tic;
for i=1:N
for j=1:N
r(i,j) = ( (x(i)-x(3))"2 + (y(i)-y(3))"2 )"~ (0.5);

end;
end;

Pacuer paccTosiHmit MeX 1y KIIETKaMH.
f = (c(:,1)>cth); dt = 0.00001;

for k = 2:kmax
t = k/step;

for i=1:N
c(i,k) = c(i,k-1) + (1/step)*(-gamma.*c(i,k-1)+sum(f’.*K./ (t-
tf) . *exp(-a.* (t-tf+dt)-r (i, :)."2./(4.*D.* (t-tf+dt)))));
if (c(i,k)>cth)s&(f(i)==0) £(i) = 1; tf(i) = t; end;

end
end

toc;



Kak pesynbrar cuMynsIuii HMHTEpPECHO paclpejielieHue BpPEMEH 3aropaHusl KakJIoro
acTpolLUTa, T.e. JUHAMUKA KaJbLIUEBOW BOJIHBI B CETH B 3aBUCUMOCTH OT €€ TOIOJOTUHU
(KoopAMHAT BceX KJIETOK). BeImomHeHUe 3TO# cUMyINISIIMK MapaijieIbHO [ O0JbIIoro Habopa
TOTIOJIOTHH CEeTU JacT CTATHUCTHKY paclpOCTpaHEHHs KaJbIMEBBIX BOJH (OTMETHM, YTO Takas

3a/1a4a OTHOCHUTCS K Kilaccy embarrasingly parallel).



Jlekmust Ne3. MopaeaunpoBaHue HeiipOH-TJINAJBHBIX ceTeil Mo3ra

[Ipocreiime Monmenw HEUPOH-TIMATHHOTO  B3aWUMOACWCTBHUSI  YUUTHIBAIOT  TOJBKO
JIOKQJIBHYIO PETYJISIINIO aCTPOIIMTAMHU CHHANITUYECKOU Tepeaui, T.e. He YUUTHIBAIOT AP (EeKTOB
pacnpocTpaHeHusl BO30YKACHUsSI 10 OTPOCTKAM aCTPOIMTOB MJIM B aCTPOIUTApHBIX ceTsX. [Ipu
TAKOM TMOJIXOZIE CIIOKHO Y4YeCTh, Hampumep, 3(P(eKThl CHHXPOHHOW aKTHUBAIIMH HECKOJIBKUX
HEHPOHOB OJTHUM aCTPOIIMTOM (WU CEThIO), T.€. POJIb ACTPOITUTOB B I'€HEPAIU PUTMOB B MO3T€.
OpnHako, TaKUM METOJOM YJOOHO OMHCHIBATH TOMEOCTATUYECKYIO PETYISIIIHI0 CHHANTHYECKOU
nepenayu, I7ie acTPOIMT BBICTYHAET B POJM HMHTErparopa CHHANTUYECKOM aKTHBHOCTH Ha
Macmrabax cekyHA. [lpm 5ToM cTaHOBUTCS HEOOS3aTENbHBIM OTJEJIBHOE BKJIIOYEHHE
aCTPOIIMTOB B MOJIENIb, MOXKHO paccMaTpuBaTh €€ Kak MOJeNh HEMPOHHON CEeTH ¢ YCIOKHEHHOU
TUHAMUKOW  cuHarncoB. Takum  oOpa3oM, HEOOXOJUMBIM  CTAHOBUTCS  J0OaBJICHHE
JIOTIOJTHUTEIbHBIX TMEPEeMEHHBIX K KaX/JI0H CHHANTHYECKOW CBSI3M B YK€ CYIIECTBYIOIIYIO
peanu3anuo HEHPOHHOM CETH ¢ MCIOJIb30BAaHUEM MapajlieIbHOCTH. B mpocTelimei peanuzanuu
JIOCTaTOYHO TMEPEeMEHHOM, omuChIBaromel 3pPeKTuBHOE KOIMUECTBO MUG(HYHAUPOBABIIETO U3
CHUHANTHYECKOH Ienu Heiponepenatunka (X), U IepeMEHHBIX, OMUCHIBAIOMINUX KOHIIEHTPAIUN
BBIJICTICHHBIX TJIMANEPEaTIUKOB (7).

PaccmoTpuM  ()eHOMEHOJIOTHUYECKYIO MOJIETh acCTPOIUTAPHON PETYJISINA  aKTHBHOCTH

HelpoHHOM cetu. Cxema Mozienu npezcrasiieHa Ha Puc. 8.

Lot escSO0.

Puc. 8 Cxema Mozienu peryTupoBaHHs aCTPOIATOM dPPEKTHBHOCTH CHHAITHYECKOM

nepeaavn.

N3 mnpecuHanTuyeckoro HEWpoOHA, B OTBET Ha MNPUXOIAIIMNE W3 HEUPOHHOU CEeTH
AIIEKTPUYECKHE HMITYJIbChI, BBICBOOOXKIaeTcsi HeilponepenaTunk. Takue CHHANTHYECKUE

COOBITHSI B MOJIENIH, OIIMCHIBAIOTCS MporieccoM IlyaccoHa ¢ yacToTol CiieIoBaHUS NMITYJIBCOB fi.



Jlis omucaHusl yCpeAHEHHOTO BKJIaJa B CHHANTHYECKYIO Iepeady OOJBIIOr0 KOJMYecTBa
TPOMCTBEHHBIX CHHAINICOB, B MOJEIM HCIOJIB3YETCSs METOJA cpeaHero mnois. Yacrtora

CHHAITHYECKUX COOBITHI ONpeAC/IACT CPCAHCE TOJIC KOHIICHTPpAlUuN Heﬁponepe,uaanKa:

X

o =-a (X-k,H.(,, —0.5)), )

rne H, - o¢ynkuus XoBucailna, k,. — TapaMeTp ONpPEAENAIOMUN  KOIMYECTBO
HeliporepenaTunka B OJHOM CHHANTUYECKOM COOBITMH, Ty — CKOPOCTb paclUIeTIeHUs

Helponepenaruuka, I, — npouecc Ilyaccona. IloBblienne cpeaHero Ioiisi KOHLEHTpalUU
HeliporiepeiaTunKa MPUBOJANAT K aKTHBAIIMH acTPONUTa W (HOPMUPOBAHUIO HHTETPATLHOTO TOKA
Ha [MOCTCHHANTHYECKOM HellpoHe. B maHHON Mojienn paccMaTpuUBaeTcs UHTErpajibHas IUHAMUKa
KaJIbIIMEBOTO CHUTHAJIAa B II€JIOM acTpOLUTE, a HE B OTAEJIbHBIX €ro KommapTMeHTtax. llpu
nepeiayn CUrHajla B CHHAICE MPOMCXOAUT aKTUBAIIMSI aCTPOIINTA, CBSI3aHHAs ¢ (POPMUPOBAHUEM
KaJIbIIUEBBIX HUMITYJIbCOB BHYTPH KIETKHU. J{JTUTENbHOCTHh KaJIbIIMEBBIX MMITYJIHCOB COCTaBIISET
HECKOJIBKO CEKYH], U Ka)K/IbIif U3 HUX CBSI3aH C JIOKATbHBIM BHICBOOOKICHUEM TIHanepeaTunka
(XMMHYECKHe BEIIeCTBa, MO0 COCTaBY M (PYHKIIMSM COBIAJAIONINE ¢ XUMHYECKUM COCTaBOM U
GyHKIIUAMU HeliporepenaTyrnka) B cuHarnce. [lockoapKy MBI peHeOperaeM TOYHBIM OTHCAaHUEM
JUHAMUKU BHYTPUKIETOUHOW KOHIEHTpAIMU KaJIbIMSl U paccMaTpUBAeM JIUIIbL MEXaHU3MBbI
MOJYJISIIMM  CUHANTUYECKOW Tepefauyd acTpouuToM, OyJeM paccMaTpuBaTh W3MEHEHUS

KOHIOCHTpAaWU riuarcpeaaTdmKa ¢ IOMOIIBIO METOAa CPEAHETO ITOJIA:

dz l
— =T Z-H(X), H.(X)= (X-0))

1+exp _7k (10)

z

r7ie 0. - CKOpPOCTh AMCCOIMAIMM KOHILIEHTpAllUU Tiuanepenarduka, H-(X) - paBHOBecHas
(YHKIHS aKTHBAIUH, ONpEIEISIONIas KOJHMYECTBO BHICBOOOXKIICHHOTO TIIHANepeiaTInKa, Mph
JOCTH>KEHUH HeHpomepe1aTInKoM 3a/1aHHOT0 TIOPOra, OIMMCAHHOTO 3/1€Ch ITapaMeTpoM, 0-.

B oTBer Ha BXOIAIIMNA WHTErpajbHBI MOCTCHHANTUYECKUH TOK HEUPOH TeHEpPUPYET
MOTCHIHAIBI TedcTBUsL. CpeHUI TOCTCHHANITHYCCKHA TOK (DOPMHUPYEMBIH ETBIM JICHAPUTHBIM

JIEpEeBOM HeMpoHa ONMUCKHIBAETCS B BUJIE:

Isyn = ]EPSCSS(X)’

dl
—EC = a, (]EPSC - AEPSCst(I

“ e —0.5)),



) N A
P ypgey) = %exp(— E[SC% jQ

I P(L e, )dl g, =T(1) =1
0

1

1+exp —(X]; 0.)

X

S(X)=

rae Igpsc — TOCTCHHANTHYECKHE TOKH B OTAENBHBIX CHHAINCAX C aMILTUTyIamMu Agpsc,
pacrpesielieHne KOTOPBIX COTJIaCHO dKCIMEPUMEHTATLHBIM JaHHBIM OJIM3K0 K (G-pacrpeiesieHHIo,

S(X) — GyHKIIUS HHTETPAIIMH CHHANITAYECKIX BXOJIOB CO BCETO JICHJIPUTHOTO JIepeBa.
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Puc. 9 Jlunamuka cuHanTudeckod mnepemauu. (A) Ceepxy BHHM3: Bxognas
IIOCJIEI0BATEIbHOCTh HMMITYJIBCOB C BHEIIHEW ceTw (Monenupyercs mpoueccoMm Ilyaccona);
BHEKJIETOYHAsl KOHIIEHTpalusl HeipoleperaTunka B CHHAICE, IOCTCHHANTHYECKUH TOK
dopmupyemblii Ha Helipone. (B) Pacmpenenenme ammiuTys  BXOAHBIX  MMITYJIBCOB,

IoCTylnaromux ¢ CETH.

Jlunamyika MeMOpaHHOIO NOTEHIMalda Ha IOCTCHHANTUYECKOM HEWpOHE OIUChIBAeTCs
ypaBHEHUAMH XOJUKKMHA-XaKCIM C BXOJHBIM CHHAITHYECKHM TOKOM Iy, (cM. Puc. 9). Jlna
XapaKTePUCTUKU HEHPOHHOW aKTUBHOCTH HaMU ObLlIa BBEJIEHA YCPEIHEHHAS] 4YacTOTa FeHEepalluu

MOTEHINAIOB JISHCTBUS HA BPEMEHHOM OKHE MOPSIKA CEKYHI, foyr.
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Puc. 10 Jlunamuka mMojeny TPOWCTBEHHOTO CHHarica 0e3 ydera BIUSHHS acTporuTa. (A)
3aBHCUMOCTh CpelTHEH YacTOTHI TeHEepAIlny UMITYJICOB MTOCTCHHANITHYECKAM HEUPOHOM, [y, OT
YaCTOThI CHHANITHYECKUX COOBITHH, f;,. CIIIOITHAS TUHUS TOKA3bIBAET JJOTUCTHUECKYIO KPUBYIO,
MIOCTPOCHHYIO MO0 MOJIeNbHBIM JaHHBIM. (B) Cpennee moiie KOHIEHTpallUU HeHponepeIaTInka,
X(), n rmmanepenatumka, Z(t), (C). (D) Ilpumep BpeMeHHOW peald3alud MEMOpPaHHOTO
MOTEHIala OT BPEMEHW Ha TIOCTCHHANTHYECKOM HEWpOHE TpH 3HAUYCHWH YaCTOTHI
MIPECUHANITUYECKUX COOBITUH f;,, COOTBETCTBYIOIIEH TOUKE Ha YACTOTHOU XapakTepucTuke (A) ¢

MaKCUMAJIbHBIM 3HAYCHUEM HpOH3BOZ[HOI>i.

B 3aBHCHMOCTH OT paccMaTpUBaeMbIX IIIHANEPEIATINKOB, B MOJICIIA MOXKET OBbITh OIHCAHO
HECKOJIbKO MEXAHM3MOB PETYJISIIUM acTPOIMTOM CHHANTHYECKON mepenayn. Tak, BbIICICHUE
aCTPOIUTOM TJyTamara MPUBOJUT K W3MEHEHHIO BEPOSTHOCTH BBIOpOCa HeHpolepenaTdyuka,
npudeM 3PPEKT MOKET OBITh KaK (PACHIUTHPYIOIIMM, TaK M JCTPECCUPYIOMUM B 3aBUCUMOCTH
OT THIa aKTHBHPYIOIIUXCS METa0OTPOMHBIX [NIyTAMAaTHBIX PEENTOpOB; J[-cepuH yBennduBaeTt
KoJmuecTBO akTuBUpyeMbix HMJIA perentopoB Ha MOCTCHHANITHUECKOW MeMOpaHe HeHpoHa.
JlanHbIe 3G (GEKThI HAMPAMYIO JTOOABISIOTCS B MOJICNIb CHHANTHYECKOTO KOHTAKTa BBEJICHUEM
3aBUCHMOCTH JIAHHBIX MTApaMEeTPOB OT KOHIICHTPAIIUi TIIHOTIEPEIaTIUKOB (7).

[lpuBenem mnpumep nByX 5S(ddexkroB o00paTHONW CBSI3M  acTpOIMTA HA  CHHAIC:
MpPECHHANTAYECKOE  TIOJ[ABICHHE  BBICBOOOXICHUS  HeWporepenaTunka W YCHIICHHE
MOCTCUHANTHYECKOTO TOKA. DTH SIBJICHUS COOTBETCTBYIOT 3KCIIEPUMEHTAILHBIM paboTaM, B
KOTOPBIX OBUIO TIOKa3aHO, YTO TJIHMalepellaTuuK BBHICBOOOXKICHHBIH H3 acTpOIUTa MOXKET
YMEHBINATh  BEPOSATHOCTH  BBICBOOOXKICHHUS  HeWporeperaTdyMka W YCHIMBaTh  OTBET

MNOCTCHUHAIITUYCCKUX PCHCITOPOB, PACIOJOXKCHHBIX Ha JCHAPUTAX MOCTCHUHAIITUYCCKOTO



Helipona. Takum o0pa3zom, cpelmHee KOJIMYECTBO HeWpomepeaaTyhka, BBICBOOOXKIaeMOTO Ha
KaKIpId UMIYJIhC Ha MPECHHANTHYECKOM HEWpoHe, Temeph OyneT ONpeaensThCs 3HAYeHUEM
napamerpa  kp.=ko(l1+y;Z), rthme y; >0, A cioydas YCHJEHHS  BBICBOOOXKICHHUS
Heliponiepenatuuka, u y; <0 - mist monasieHus. Tak ypaBHeHue (9), onmuckIBaromee THHAMHAKY
CpelHel KOHIIEHTpAITUK HeHpoTepeiaTInKa, MOXKET OBITh MEPETUCaHO CIIEAYIONIAM 00pa3oM:

dX
—r =X k(1 DH (L, ~0.5), (11)

Tenepp paccMOTpUM BIUSHHE TIIManeperaTihka Ha MOCTCHHANTUYeCKHUd HelpoH. B
pa3paboTaHHYI0O MOJEIb O3TOT MEXaHW3M ObUI BKJIIOYEH B HM3MEHEHUE AaMILTUTY/IbI
MMOCTCUHANITUYECKUX TOKOB, Ipscs, CIEAYIOIMHUM 00pa3oM:

b=bo(1+y22) (12)

rze y » >0 napameTp BO3JIEHCTBUS TNIHanepeaTunKa Ha IOCTCHHANITHYECKYI0O MEMOpaHy.

Maremarnueckoe MOJIeTMpOBAaHUE YpaBHEHHUM TpoWCTBeHHOTo cuHarca (9-12) mokassiBaer,
YTO aKTHBAIUsl acTPOLUTAa MOXKET KakK yCHUJIMBaTh, TaK M IOJABISATH Iepelady CHTHajla B
3aBUCUMOCTH OT 3HAUEHHMH YacTOThI BXOJHOTO cUTHama, fi, (Puc. 11). Ilpm omHOBpemMeHHOM
neiictBun  000ux 3((HEeKTOB acTpOUUTApHOW peryisinuu (MofaBlieHHe BBICBOOOXKICHUS
HelpoliepelaTyiKa U YBEIUYEHHE MOCTCHHANTHYECKOrO TOKA) MPOUCXOAUT YMEHBIICHHE fo
NIpU HU3KOH f;,, Tak Kak OyaeT HaAOIIOMAaThCsl YMEHBIIICHHUE BEPOSTHOCTH BBICBOOOXKICHUS, H
YBEIIUYEHUE [y B CIIyUae BBICOKOI f;,, TaKk Kak OyaeT HaOI0AaThCs JOCTHKEHNE MAaKCUMalIbHOU
aKTUBAIlMKM CHHArca. TakuMm o0pa3oM, acTpOIUT 3a CYET JBYX THIIOB MOMIYJSLUU MOXET

BBICTYTIATh B POJIM BHICOKOYACTOTHOTO (DUIIBTpA.
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Puc. 11 JIByHamnpaBieHHasl peryJsiius acTpOLIMTOM CHHANTUYECKOU nepenaun. KpacHbiM u
CHUHUM IIBETaMH MOKa3aHbl 00JACTH 3HAUYEHUN BXOJHBIX YACTOT COOTBETCTBYIOIIHE MOJABICHUIO

U YCUJICHUIO CHHAITUYECKOH Mepeaayn.



SIBisisich yacThiO HEHPOHHOW ceTH, HEHPOH IeHepupyeT ANEKTPUUYECKUE CUTHAIIBI U TaKUM
00pa3oM BHOCHUT BKJIAJ] B MOJIEpKaHUE COOCTBEHHON CTUMYJISIIIUU CUTHAJIAMHM, MPOXOJISIIUMU
mo crenupuueckuM BO30YKIAIOMUM WM TOPMO3HBIM CBSI3SIM  HelpoHHOUW cetu. Jlns
MOJIETUPOBAHUST KOPPEJSIIIUU MEKIY BXOJHBIMH M BBIXOJIHBIMH 3JIEKTPUUECKUMU CUTHAJIAMU B
MOJIeTIb TPOMCTBEHHOT'O CHHArca ObUIO JI00aBIEHO ypaBHEHUE, OMUCHIBAIOIIEE B3aUMOIeiCTBHE

HeﬁpDHa C CCThIO.

-fin = -f() + kN/(‘)ut,

rne ky — koo pumeHT KoppensIyH, fy — 9acToTa reHepaliy CIIOHTAHHBIX CHHATITHYECKHX
COOBITHII BBICBOOOXICHHS HeWporepeqaTunka w3 npecwHanca. B ciydae ky <<l Ha HelpoH
neTsisi oOOpaTHOM CBSI3U Yepe3 CETh MepecTaeT JAeCTBOBaTh, U aKTUBHOCTh HEWpoHa ncueszaeT. B
caydae ky >>1 Bo3Oyxmaromiass oOpaTHas CBsI3b NPHUBOJWAT HEHPOH B THUIIEPBO30YAMMOE
cocrosiHue. CyliecTByeT TakKe Juara3oH 3HAYeHU ky IpU KOTOPHIX B CHCTEME CYIIECTBYET
OMCTaOMJIBHOCTh, KOTJA COCYIIECTBYIOT JIBa YCTOMYMBBIX COCTOSIHUSI HU3KOM M BBICOKOU
AKTUBHOCTH. B 3aBUCHMOCTHM OT HAYallbHBIX YCJIOBUW, HEWPOH MOXKET T€HEepUpOBaTh IHOO
BBICOKOYACTOTHYIO MTOCIIEI0BATEILHOCTh MOTEHIINAIOB JIEHCTBUS, KOTOpasl MpeCTaBIIsIeT coO0n
OTBET HEHpOHA Ha BHEITHEE BO3/ICHCTBHE M3 HEHPOHHOUW CETH, MO0 CIIOHTAHHO T€HEPHPOBATH

HMITYJIbCHI ¢ HU3KOM yacTotoi (Puc. 12).
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Puc. 12 JleBass manean. KauecTBeHHAs] MILTIOCTpAIIHsI BRI3BAHHON CETHIO OOpaTHOM CBSI3H.
Kpuas Q(f) mupexacraBiser 3aBHCHMOCTh YacTOT BXOJHOTO M BBIXOJHOTO CHTHAJIOB
TPOMCTBEHHOTO cUHarIca (KpacHast KpuBasi). CHHSIS IpsiMast IOKa3bIBaeT 0OPaTHYIO CBS3b U3 CETH
COOTHECEHHYIO C YaCTOTOM BBIXOJHOTO CHTHAJTA U BXOJSINEH MOCIeI0BATEIbHOCTHIO CIIAlKOB B
MOJIETT JIMHEWHOW KOppPEeTSIUU. fy — YacToTa CHOHTAHHOW AaKTHBAIIMM CHHANTHYECKOU
nepenaun. (A) Pexxumm HU3KOM akTMBHOCTH. HeiipoHHas AuHaAMHUKa OINpeAesseTcsl TJIaBHBIM
o0pa3oM CHOHTaHHOW TeHeparnuel cnaiikoB. (B) Pexum Beicokoil akTmBHOCTH. Helipon
TeHepUPYET CIMAKU C BBICOKOM YacToToit (0m3Kko K ypoBHIO HachkineHus ). (C) buctabunpHbii
pesxkuM. Huskuit ¥ BBICOKHU YpOBHHM COCYIIECTBYIOT. KaxKIblif ypoBEeHb NOCTHraeTcsl 3a CYeT
HavaJbHBIX YCIOBHUH W /WM COOTBETCTBYIOIIETO BHEITHEro Bo3zaelicTBus. IlpaBas maHeb.
[TocnenoBatenbHOCTD CITAMKOB, CTEHEPUPOBAHHBIX B MOJIEIH C 00paTHOM CBs3bi0 U3 ceT. (D)
[lepexon B cOHTaHHYIO T€HEPAIIUIO CIIAWKOB. 3HaUeHus nmapametpoB: kN=0.1, f0=0.03 kHz. (E)
[lepexon B BbIcOKOaKTUBHOE cocTostHue Tipu kN=), f0=0.03 kHz. (F) llpunoxxenue crumyna B
(¢opMe KpaTKOBPEMEHHON BBICOKOYACTOTHOW CHAMKOBOM ITOCIICIOBATEILHOCTH TIPH (=3 ¢

BBI3BAJIO TIEPEX0Jl K BBICOKOAKTHBHOMY YPOBHIO TI'eHepanuu craikoB, kN=3, f0=0.02 kH:z.



3rauenus mapametpoB: ox=0.1 ms-1, k0= 2 a.u., b0=50 a.u., Ox=0.2 a.u., kx=0.05 a.u., ol=0.1

ms-1.

bou1  mpoBeneH aHaNMTHYECKUH W YHCJIEHHBIM aHAlIM3 BIMSHUS acTpollUTa Ha
3 PEeKTUBHOCTH Tepelay CUTHAJIA B TPOWCTBEHHOM CHHAIICE B MPHUCYTCTBUU OOPAaTHON CBS3H
yepe3 ceTb. B KBa3ucTanmoHapHOM HOpHOJMKEHUHU, ObUI MPOBEJAEH AHAIMTUYECKHN aHau3
JUHAMUKA MOJIEJIM Ha HAJIWYUME YCTOMYMBBIX COCTOSIHUM aAKTHUBHOCTH HEHpPOHA C Y4eTOM

actpouuTapHoit perymsmauu (Puc. 13).
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Puc. 13 a) WMmmocTtpanus JBYHAIpaBJICHHOTO 3(@eKkTa acTpOIHUTApHONW aKTHUBAIUH,
yBeJMUYUBAIOIIel 00sacTh OuctabuipHOCTA. 0) 3aBUCUMOCTH YacTOTHI TEHEpAlllK CHaiikoB Ha
HelipoHe OT Ko3(pQuIMeHTa yCUJICHHs CeTeBOM oOpaTHOW CBs3M, ky. UepHble TOYKH
COOTBETCTBYIOT CJIy4aro 0e3 BIUSHUS acTporuTa. KpacHble TOUKH WILTIOCTPUPYIOT MOYJISIIUIO
aCTPOIMTOM CHHANTHYECKOW Iepeaud B TPOWCTBEHHOM cuHarce. [IpsmoyrompHbIe 00macTu
00o3Ha4yaOT oOnacTH OWCTAOWIbHOM JUHAMHKH, B KOTOPBIX JBa YCTOHYHMBBIX COCTOSHUS

CUCTCMBI C HU3KUM U BBICOKHMM YPOBHEM aKTUBHOCTHU COCYHICCTBYIOT.

TakuM 00pa3oM, ydeT aKTHBAI[MM acTPOIUTa B MOJEIH JIEMOHCTPHPYET JBa Ba)KHBIX
MOAYJSITHOHHBIX A dekta. C OTHOW CTOPOHBL, MOPOT TeHEpalUd MMOTCHIIMAIOB JCHCTBUS
yBEJIMUUBAETCS Oarojapsi yMEHBIIICHUIO BEPOSTHOCTH BBICBOOOXKICHMsI HelipoTpancmutTepa. C
JIpyro, YacToTa TeHepallid CIIAiKOB CTAHOBHUTHCS BHINIE W3-32 YBEIMYCHHUS AaMILIATY]T
Be3BaHHBIX BIICT. Takum o6pa3om o6macte OHCTAOMIBHOCTH B JUHAMUKE MOJICIH
VBEJIMYMBACTCS W3-3a JIBYHAIpaBlieHHOro 3¢ @deKTa TIuaTpaHCMUTTEpa Ha CHHANTHYCCKYIO
nepenayvy.

CymecTByeT TakKe TeopeTHdecKass BO3MOXKHOCTh  HAONIOMHEHUsS  Oojiee  CIOXKHBIX
JTUHAMHYECKHX PEXUMOB B MOJEIAX TIHMAIBHOH MOJYJISIUN CHHANTHYCCKOW TepeIadm.

Hanpuwmep, s¢dekr actpornmrapHoro riyramara Ha MPECHHANITHYECKHH KOHTAKT MOXET OBIThH



KaK  JIePecCUpPYIOUIMM  (YMEHBIIEHHWE  BEpPOATHOCTH  Iepellaud  CHTHaua), TaKk M
MOTEHIIMUPYIOMUM (YBEJIMUEHUE BEPOSATHOCTH IEpEAAaud CUTHANA) B 3aBUCHUMOCTH OT THIIA
MEeTa0OTPOITHOTO TIYyTaMaTHOTO pelenTopa Ha IpecuHanTuuyeckoi memOpane. Ecmu sddexr
SIBIISIETCS JITIPECCUPYIOIIMM, TO Ka4eCTBEHHO MOXKHO OKHAATh Ciedylomero s¢p¢exra: mpu
YBEJIMYEHUU  IPECHHANTHYECKOW  YacTOThl  NPOUCXOAUT  YBEIMUYEHHE  KOJIMYECTBa
T GyHAMPOBABIIEro TyTamaTra M3 CHHANTUYECKOH INeNd, YTO B CBOIO OYepe/b MPUBOJIUT K
YBEIMUYEHUIO YacTOThl TE€HEpallud KajlblIUEBBIX COOBITHH B acTpounurte. Bo3spocias
acTpoLUTapHasi AaKTUBHOCTb, B CBOIO Ouepelb, NPUBEAET K JENPECCUU IMPECHHANTHUYECKOU
nepejady, aKTUBAlMs acTPOLUTA YMEHBIIUTCS M LUK HOBTOPUTCS CHOBA. Takum oOpas3om, B
CHUCTEME IPECHHANTUYECKUI HEWPOH-aCTPOLMT BO3MOXKHA TIe€Hepalus KoJeOaHWH 4YacTOThI
reHepanuu curxana Heiponom. Jlemnpeccupyromuid 3¢ ¢GexT Ha MOCTCHHANTHYECKYI0 MEMOpaHy
OKa3bpIBaeT Takxke riauarpancmutrep TH®, Bwimensemsbrii actporrrom. K omocpemoBaHHON
WHTUOUIMH MTOCTCHHAITUYECKOT0 HEHpOHA acTPOIMTOM MOXHO OTHECTH 3((EKT BBIACICHUS
acCTPOLIMTAPHOIO IIyTaMmara B OJM30CTH OT aKCOHOB JIOKaNbHBIX ['AMK-3prudeckux HeMpoHOB.
OTO NpUBENET K aKTHBAIlMM AKCOHAJIBHBIX KAWHATHBIX PELENTOPOB M I'E€HEepaluy MOTEHINaIa

nerctBus, uTo nmpuseneT kK 'AMK»spruyeckoMmy TOpMOKEHHUIO TTOCTCHHANITHYECKOTO HEHpOHa.



Jleknust Ne4.  T'omeocraTmdeckasi peryJsinus HeHPOHHOMH AKTHBHOCTH
BHEKJIETOYHBIM MATPHKCOM MO3ra

VY4er akTHBHBIX CBOWCTB BHEKJIETOUHOUM cpeipl (MOJEKYJ MaTpUKCa MO3Ta) MOXET OBITh
TaKXe CBSI3aH ¢ MOJU(UKANIUE MOJIETT CHHANITHYECKOTO KOHTAKTa, MPH KOTOPOW HE BO3HUKACT
HEOOXOAMMOCTH CHIIFHO U3MEHSTh CYIIECTBYIONIYIO MApalIeIbHYIO pealn3aluio HeHpOoHaTbHOM
cetd. J[Is 3TOr0 MOXHO BBECTH CpPEIHIOI0 CIAHKOBYIO YacTOTy HeHpoHa (OMUCHIBAEMYIO
AHAJIOTUYHO TepeMeHHOU X JUisi HeWpPOH-TIIMATbHOTO B3aUMOJICHCTBUS, 32 UCKIIOYCHHEM TOTO,
YTO MPHUPOCT TEPEMEHHOW OCYIIEeCTBISIETCS B MOMEHTHI TeHepalnuu craiika B come). Jlaiee
BBOJISITCS TIEPEMEHHBIC OIHMCHIBAIOIINE aKTHBHOCTh BHEKJIETOYHOTO MaTpHKca (KOHIIEHTpPAITHH
mporeas, MaTpUKca W PEHENTOpOB MaTpHKCa, YCpPeOHEHHBIC IS KaKIOro CHHAIca Ha
MOCTCHHANTHYECKOM  HeHpoHe). DOTH TMepeMeHHBbIe OMHCHIBAIOTCS  pellaKcalliOHHBIMU
ypaBHEHUSIMH ¢ XWIJIOBCKAMHU aKTHBAIIMOHHBIMHA (PYHKIUSMH. B 3aBHCHMOCTH OT aKTHBHOCTH
MaTpukca OyIyT W3MEHSAThCS TapaMeTpbl CHHANTHYECKOW Tepejadd, Takhe Kak
MMOCTCUHANTHYECKAs! MPOBOJIUMOCTD, M MapaMeTPhl, OMUCHIBAIOIINE COMATHUECKYIO THHAMUKY —
B cliydae Mojeneit Tuna integrate-and-fire U3MeHSATHCS TOPOT TeHEPALlUU MOTEHINAIA JeHCTBHS,
JUIsE  OMOJIOTO-PEATMCTUYHBIX MOJIeIeld TOHWMYECKHH CHHANTHYECKHA TOK WIH IIOTHOCTH
KaJMeBbIX KaHATOB B coMme. Jlamee paccmoTpum Oosiee MOAPOOHO MEXaHW3M PeTyJISIHH
HEHPOHHOW aKTUBHOCTU BHEKJIETOYHBIM MaTPUKCOM MO3Ta.

CornacHo HETaBHUM SKCIIEPUMEHTAIBHBIM JAaHHBIM, MOJIEKYJIbl BHEKJIETOYHOTO MaTpHUKCa
Mosra (BKM) criocoGHBI peryaupoBarh pa3iIudHbIe acleKThl CHHANTHYECKONH CHUTHAIW3AINU B
MO3Te, CBSI3aHHBIE, B YAacTHOCTH, ¢ OOydeHHWeM W maMmsThio. Hapsmy ¢ CHHaNTHYecKoi
IJJaCTUYHOCTBIO, KOTOpas MOeT OBITh BBI3BaHA CPABHUTEIBHO OBICTPO B OTBET Ha
ad(epeHTHYIO CTHUMYJISIIUIO, TOMeocTaTHuecKkue (OpMbI MIACTUYHOCTH, cBsizaHHble ¢ BKM,
peam3yroTcss OTHOCHUTENHFHO MeUIeHHO. |'oMeocTaTHuecKre MpoIecchl TOMOTAIOT COXPaHUTh
HeHpOHANBHBIE KIIETKH, IpeNOTBpalas MaTOJOTHUECKYI0 THIO- WM THUIEPBO30YIMMOCTH

HeﬁpOHOB, KOTOpPas MOKET COIPOBOKIAATHCA HeﬁpOHaHBHOﬁ I[HC(I)YHKHHCﬁ " CMCPTBIO KJIICTKH.



Puc. 14 Mosexynbl BHEKJIETOUHOTO MaTpUKca MO3ra B 9KCIIEPUMEHTE.

Bsaumonerictue HelipoHa 1 BKM MoHO omnucaTh ¢ IMOMOIIBIO MOJENH, cXeéMa KOTOPOH
npeacTtaBieHa Ha Puc. 15. AKTUBHOCTH HeHpoHa (MMIYJILCHI BO3OYXIACHHUSI) MPUBOISAT K
yBenuueHuto KoHteHTparuu Mojekyn BKM. Monekynsr BKM, B cBoto odepesb, BO3IEHCTBYIOT
Ha BO30yJHMMBIE CBOMCTBa MeMOpaHBl HEWpOHA, YTO TPUBOJIUT K HW3MEHEHHIO 3(PPEeKTHBHOTO
nopora BO30YKJIEHUS H, CJEN0BATEJIbHO, XAapaKTEPHONW 4YacTOThl CIIOHTAHHOW TIEHEepaluu
umnyibeoB. C apyroit croponsl, BKM, B3aumoieiicTBys co crienupuyeckuMy perentopamu Ha
MMOCTCHHAIICE (BXOJE HEHWpOHa), CIIOCOOCH M3MEHATh 3PPEKTUBHOCTH CBSI3W HeipoHa. Tperwmii
(dakTop 00OpaTHOW CBSI3U OIOCPEIOBAH aKTUBHOCTBHIO MPOTEa3, YMEHBIIAIONINX KOHIICHTPAIIUIO

BKM npu noselneHny HeHpoHaIbHOW aKTUBHOCTH.
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Puc. 15 Cxemarnueckoe npexacrasinenue Bozaeiictsusg BKM Ha HelipoHanbHYIO0 aKTUBHOCTb.



Jlis onucaHus JMHAMUKH TPOILIECCOB PEryJsiuu coriacHo cxeme Puc. 12 paccMoTpum

CIITYIOIIYI0 MaTeMaTHIECKYIO MOJIEIb, COCTOSIIYIO U3 TpeX MU(PepeHINATBHBIX YPABHEHHN:

ccll_f =—(a.+y,P)Z+ B.H.(0,z,2,,0.,k.),

dP

P P B0, 6,1k,

d_R = —aRR+ﬂrHr(Q9rl’r2’0p’kp),

dt o

1 1BYX QYHKIUM OOPATHOM CBSI3H, MOYJIMPYIOIIHME HEHPOHHYIO IMHAMUKY:
l,=1,(Z2)= Iapp(l +7,2),

b=b(ZR) = b(1+y,,ZR)/ 2. (16)

[lepemennnle Z, P, R u (Q omnpeAenstoT KOHILEHTPALUIO MOJIEKYJ BHYTPHKJIETOUHOIO
MaTpuKca, KOHIEHTpAIMIO IpOTea3, KOHLEHTPAIMIO PELENTOPOB BHEKJIETOYHOTO MaTpHKca
MO3ra, CPeJHIOI0 YacTOTy aKTHMBHOCTU HEWpPOHAa COOTBETCTBEHHO. I - MPHIIOKEHHBIA TOK,
PEeryIUpYIOMUNA AETIONSIPU3allMOHHBIA YpOBeHb MeMOpaHbl HelpoHa (clieJoBaTeIbHO, YPOBEHb
nmopora Bo30ykeHus), b - KodpUIUEHT, YIUTHIBAIOMUN 3D PEKTUBHYIO CHITy CHHAITHYECKOTO
BXOJla, B YAaCTHOCTH, OH MOJKET OIPEJENSITh aAMIUIUTYAY HTOCTCHHANTUYECKOTO TOKa WIH
aMIUIMTYly UMIYJIbCOB B mporecce IlyaccoHa (OmMuCHIBaIOMMX CHHANTHYECKHE COOBITUSI CM.
Jexmus 3).

AKTHBallMOHHBIE (QYHKUUH [1.,, ONMCHIBAIOT KMHETHKY AKTUBALUM JJI KOHIEHTPAL[UU
MOJIEKYJI BHEKJIETOYHOTO MAaTpUKCa, MpoTea3 M PElenTOpOB BHEKJIETOYHOTO MAaTpHUKCa,
COOTBETCTBEHHO. AKTHUBAIIMOHHBIE (DYHKITMH AIMPOKCHMHUPYIOTCS CUTMOHIHBIMU (DYHKITHSIMA
CJIETYIOINEro BU/JIA:

Xo — X% ;
_(©-6)
k, (17)

HX(Q’xO’xl’ex’kx):xO -
1+exp

X=2z,p,r.
31ech X9 M X; YPOBHU HACHIMEHUS MpU Q—>+co, 6, - MOPOT aKTHBAIMH U k, - HAKJIOH
KkpuBoi aktuBammu. Crenyst (EHOMEHOJIOTHYECKAM HAOJIOJIEHUSIM, IapaMeTphl BBIOMPAIOTCS

TakuM 00pa3oM, 9TOOBI KpUBBIE HMeTH popMy, TTOKa3aHHYIO Ha Puc. 16.
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Puc. 16 AxrtuBanmonHas ¢ynkmus ans monenu (15). 3naduenuss mapameTpoB: zp=py=0,

z1=pi1=1, ri=1, r,=2,0.=1,k-=0.15, 6,=1.5,k,=0.05, 6,=1.8,k.=0.1.

[TapameTpsl ay (x=z,p,r) OIPENENSIIOT BEJIMYMHY CHOHTAHHOM Jlerpajalii KOHIEHTPalluu
BHEKJIETOUHOTO MaTpUKca, MPOTea3 U PelieNTOPOB BHEKJIETOUHOTO MAaTPUKCA, COOTBETCTBEHHO.
[Tapametpsr by (x=z,p,7) OMHUCHIBAIOT CUITY aKTUBAIIUU COOTBETCTBYIOIINX MTEPEMEHHBIX.

Uccnenyem, B 3aKiIOYeHUH, YAaCTOTHBIE XapaKTEPUCTUKH Mojenu. llepemeHHas cpennei
aKTHBHOCTH HelipoHa Q TPOMOPIIMOHATIbEHA BBIXOJHOM YacTOTe HAa HEHPOHE M 3aBUCHUT OT
BXOJIHOM YacTOTBHI MO JIOTUCTHYECKOMY 3aKkoHy. J[1s moctarodHo crnabbIx oOpaTHBIX cCBs3ei
OTBET MOHOTOHEH Kak Moka3zaHo Ha Puc.17A. OrMmerum, 4Tro KpuBas OTBETa HJET HUKE
ITPUXOBOH KPUBOHM, COOTBETCTBYIOIIEH KOHTPOJBHBIM YCIOBUSM (0e3 oOpaTHOW CBSI3M).
CnenoBarelbHO, PEryJIITOpPHbIE  KacKaJbl CTPEMSITCS  YMEHBIIUTh AaKTUBHOCTH IS
YBEJIMUMBAIOIIEHCS HMHTEHCUBHOCTH CHHANTUYECKOTO BXO0Ja, oO0ecrneurBas, TEM CaMbIM,
TOMEOCTAaTUYECKYIO peryisanuio. HeoXumaaHHBIM (akTOM SIBISETCS TO, YTO 3Ta PEryJsIus
MOJKET UMEeTh OUCTAaOMIIBbHBIN XapakTep Npu yBeiauueHuHn oOpatHoi cBs3u (Puc.17B). Bepxusis
BETBb MPOXOJUT BBIIIE KOHTPOJIBbHOM KPUBOW MPU MajbIX YacTOTax, 0OecreunBas MOBBIIIEHNE
4acTOTHl OTBeTa. HWXHSS BETBh MPH 3TOM JIEKUT HIKE KOHTPOJbHOH KpuBoil. Pmc. 17C
MOKa3bIBAET BTOPOM THUN OWCTAOMIBHOCTh, pEATU3YyeMOH 11 CPaBHUTEIHHO BBICOKOM
aKTUBHOCTH. OTMETUM, YTO OHA MPUCYTCTBYET B JOCTATOYHO Y3KOM HHTEpBaje, CBSI3aHHOTO C

aKTHUBaLUEN IIPOTEA3.
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Puc. 17. YacToTHBIE XapaKTEPUCTUKUA MOJENIH peryisiuud. A. MOHOTOHHAsI 3aBUCHUMOCTb
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Puc. 18 Ilpumep cumynsuum wmogenu peryiasauun BKM  HelHpoHHOM aKTHBHOCTH.

HyHKTI/IpOM IIOKa3aHa 94aCcToTa BXOAHOI'o CUrasajia Ha HeﬁpOH.



OnucanHasi BBIIIE MOJENb IOCTPOEHA HAa OCHOBE HSMIIMPUUYECKUX HSKCIEPUMEHTAIbHBIX
(akToB O BIMSIHMM BHEKJIETOYHOTO MaTpUKca HAa HEWPOHHYIO cUTHanmu3anuio. [lockonbky
JTUHAMHUKA BHEKJIETOYHOTO MaTpUKCa CPAaBHUTEIHHO MEJJICHHAs MOJIENh MOXHO HCCIEI0BaTh
AQHAINTUYECKU B KBa3UCTAIIMOHAPHOM NPHUOJIMKEHUU. AHAJIW3 MMOKA3bIBAET, YTO BHEKJICTOUHBIN
MaTPHKC MOXKET JICHCTBOBATh KaK 3(P(PEKTUBHBIA PEryJISIUOHHBIN (PaKTOP TOMEOCTaTHIECKOTO
OanmaHca HEHpOHATBHOW AaKTHBHOCTH. Takas perynsius MpeoTBpaliaeT MnepeBo30ykaeHue
HEHpOHA, eclii CpeqHsIss aKTUBHOCTh CTAHOBUTCS BBIIIE W, HA0OOPOT, 3TO MOMOTAeT HEHpPOHY
COXpPaHUTh T'OMEOCTATUYECKUH YpPOBEHb AaKTHUBHOCTH B ClIydae pe3KOro yMEHbIIEHUs
HEeWpOHAIBHONW aKTHBHOCTH. OOHApYy)KEHO TakkKe, YTO oOpaTHas CBs3b 4Yepe3 BHEKJICTOUYHBINA
MaTpPUKC MOXET HWHIYIHUPOBATh OWUCTAOMIBLHOCTH M COCYIIECTBOBAHHME JBYX YCTOWUYMBBHIX
YpOBHEHN aKTUBHOCTH B TOMEOCTATHUYECKOM COCTOSHHUHU. JTO O3HAYaeT, YTO IMOJ BO3AEHCTBHEM
BO3MYIIIEHHH (K TpUMeEpy, KPaTKOBPEMEHHOE YBeIWYeHWE/ YMEHbBINCHHE BXOMSINEH YacTOTHI
CHailkoBOM aKTUBHOCTH) HEHPOH MOXKET MEPEXOIUTh MEXKAY HU3KUM M BBICOKMM YPOBHSIMHU
CpeHEN aKTUBHOCTH.

PaccmoTpuM mipuMepsl peanu3aiii MOJIEIA BHEKJIETOUHOTO MaTpUKca B paMKax CHaiKOBOM
MOJIeNT HEeHpOHHOU ceTu. MI3MeHeHHne MepeMeHHBIX, CBSI3aHHBIX C JUHAMHUKOW BHEKJIETOYHOIO
MaTpuKca, MPOUCXOIUT Ha ropaszao Oosiee 0oybIIOM BpeMeHHOM Macmtadbe T m (OT 4acoB 10
JTHE) 10 CpaBHEHUIO ¢ XapaKTepHBIMHU BPEMEHHBIMU MacIiTadaMu HEHpOHAIBHON aKTUBHOCTH
T n (mecaTkum MWUIMCEKYH). BBHIY 3TOTr0, MOXXHO MPOU3BECTH pa3JieiecHHe BpPEMEHHBIX
MacmraboB - Ha MacmTade HEWpOHAIBbHOW AaKTUBHOCTH TI€pEMEHHBbIE, ONUCHIBAIOIINE
BHEKJIETOUHYIO Cpe/ly, MOKHO CUMTATh MOCTOSIHHBIMU, HAa MaciiTabe N3MEHEHUs! KOHIIEHTpaluu
MOJIEKYJ1 BHEKJIETOYHOTO0 MaTpuKca HeoOXOJWMO YUYUTHIBATh B3aWMOJICHWCTBHE HEWPOHATHLHOU
CeTH C BHEKJIETOYHOH cpefod. 3amada MEpBOro TUIA OTHOCHUTCS K Kiaccy embarrassingly
parallel, Tak Kak TOjpa3ymMeBaeT pacyeT JAMHAMUKHA HEHPOHAIBHON CETH TPH pPa3ITHIHBIX
CHHANTUYECKUX U KJIETOUHBIX MapaMeTpax, COOTBETCTBYIOMIMX PA3INYHBIM YPOBHSIM aKTHUBAIIUU
BHEKJIETOYHOTO MaTpHKca. 3aJjaud BTOPOTO TUIA BHEIHYXIAIOT MPOU3BOIUTE MOCIE0BATEIHHBIC
pacueThl TUHAMHUKMA HEHPOHAIBHON ceTH C TapaMeTpaMH, 3aBHCSIIUMU OT MpeablIyInen
CUMYJISIUU. JITUTENBHOCTh KaXJA0H CUMYJSIUU JOJKHA OBITh JOCTATOYHOW JJISl MOJTyYeHUSs
TOYHOH MH(pOpPMAIMK O CpeIHEH CITAWKOBON YacTOTe KaXKIOro HeiipoHa, HO JIOCTATOYHO Majlon
M0 CPaBHEHUIO C XapaKTEPHBIMU BpeMEHAMU W3MEHEHUU BO BHEKJIETOYHOM MaTpukce. Torma
JUIMTETIFHOCTh ~ CHUMYJISIIIUM  MOXHO —WCIOJB30BaTh B KAueCTBE BPEMEHHOTO Imara B
anmnpoKCUMallU YpaBHEHHUH Ui KOHIIEHTpAlii MOJIEKYJ BHEKJIETOYHOTO MAaTpHKCa BMECTE C
BBIUMCIICHHOW B X0JI€ CUMYJISIIIAA CHAHKOBOM YacCTOTOM Kaxk/ioro HedpoHa. J[pyrumu ciioBamu,
M0 OKOHYAHUHU KXKJOW CHUMYJISIIIUA PACCUMTHIBACTCS M3MEHEHHE TMEePEMEHHBIX, OMHCHIBAIONTIX

BHEKJICTOYHBIN MAaTpUKC, U 3aTEM CUMYJIAIUA ITIOBTOPACTCA I HOBBIX 3HaueHu. MOKHO TaKxke



HalpsMyl0 BBECTH 3aBUCHUMOCTh OT MEMOpaHHOIO IOTEHIMajla HEHpoHa B YpaBHEHUSAX Ha
BHEKJIETOYHYIO Cpefly, HO TaKOH BapHaHT BBIUUCIIEHUN OYJeT 0oJiee pecypCOEMKUM.
McTouHMKOM MOJIEKYJI BHEKJIETOYHOTO MAaTpHUKCa TaKKEe SBJSIOTCS aCTPOLMTHI. Takum
o0pa3oM, B MOJEIM HEHPOH-IIIMATBHOTO B3aMMOACHCTBHUS II€PEMEHHAs, ONMCHIBAIOIIAs
JUHAMUKY KaJlblAs B aCTpOLUTE (WM IMHAMUKY IIMAllepeaTuuKa, YTO TaKXkKe SBJISIETCS Mepou
acTPOLUTAPHONW aKTUBHOCTH) MOXET OBbITh J0OaBlieHa aHAJIOTHYHO HEHPOHAJIBLHON IepeMeHHON
B MOJIEJIb BHEKJIETOYHOI'O MaTpukca. AHAJIOTUYHO TOCIE KaKI0M CUMYJISILIUUA CETH HEHPOHOB C
CHHAIICAaMH, YYHTHIBAIOIIUMH acTponuTapHble 3(QeKTsl, OyaeT BBUUCIATHCS W3MEHEHHUE
KOHIIEHTpALlUU IIpOTea3, MOJIEKYJ U PELENTOpPOB BHEKJIETOYHOro Marpukca. lloBblmeHHas
AKTUBHOCTh BHEKJIETOYHOTO MaTpUKCa, B CBOIO OuYepeib, IPUBOAUT K Npoiudepanuu (pocty)
OTPOCTKOB ~ acTpOIIMTa TaK, YTO KOJIMYECTBO CHHAICOB, IIOJBEPKEHHOE  BIUSHUIO
[JIMalepelaTIuKoB, yBelIUuuBaeTcs. VIHTErpHMHOBBIE MOJIEKYJIBl BHEKJIETOYHOIO MAaTpHKCa
TaKXe PeryJMpyroT IPOIECChl INIACTUYHOCTH, KOHTPOJIUPYS SHIAOLMUTO3 KaJIbIIMH-IIPOBOISAIIUX
AMIIA penentopoB. MenneHHOEe U3MEHEHUE NTOCTCUHANITUYECKOW TPOBOAUMOCTH, CBSA3aHHOE C

nponeccaMu IIaCTUIHOCTU, MOXKCT OBITh YYTCHO IIPpHU MOJCIMPOBAHNUU TAKUM KC O6p2130M.



KonTpobHbIE BONIPOCHI
1. KanprmeBast curHam3amys B acTpornnTax. [ [puHITNIT reHepanuy KanblIUeBhIX CUTHAJIOB B
actporuTe. MoJieh KalblneBOM aKTUBHOCTH B aCTPOITUTE.

2. MexaHu3Mbl B3aUMOJICHCTBUSI aCTPOIUTOB B c€TU. MoJieTupoBaHUE acTPOIUTAPHBIX
ceTell.

3. MexaHu3M HEHUPOH-TINATLHOTO B3aUMOICHCTBHSI.

4. Mopies HEHPOH-TIIMATEHOTO B3auMoeicTBre. | [puMeHeHne kK MoeTMpoOBaHUIO HEHPOH-
TJIMAIBHOM CETH.

5. MexaHu3M peryJsiliid BHEKJIETOUHOTO MAaTpUKCa MO3ra HEHPOHHOW aKTUBHOCTH.
6. MonenupoBanue romeocrarnuecko peryisiuu BKM curnanuzanuu B HeMpOHHOM ceTH.
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