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[InckpeTHOE MOLENMPOBaHNE MEXHENPOHHbIX
B3aUMOAENCTBUIA B MYNbTUTPAHCMUTTEPHbIX CETAX'

AHHoTaums. [NpepnoxeHa AMCKpPeTHast MOAEMb XUMUYECKUX HECMHANTMYEeCKUX B3aUMOAENCTBUI MeXAy HelipoHamu,
OCYLLECTBNSIEMbIX CNELMAMYECKIMIA XUMUYECKUMM BELLECTBAMMU — HEAPOTPaHCMUTTEpamu. B aToi Moaenu Bce curHansl
SBMATCS LUMPOKOBELLATENbHBIMI: aKTUBHOCTb KaX/A0r0 HEpoHa MOXeT BbiTb BOCTIPUHSATA BCEMM PYIUMU HEPOHaMK,
UYBCTBUTENBHBIMM K €r0 HepoTpaHCMUTTepy. OTCYTCTBUE CMHANCOB NPU3BAHO MOKa3aTh 3HAYNMOCTL POMN reTepoXMU-
YeCKMX 2 MeXaHU3MOB B3aMMOECTBMS B HEPBHbIX CUCTEMaAX. TpaHCMUTTep-CreLmduyeckme HelpoHbI ONKUCHIBAIOTCH B
BMAE KOHEYHbIX aBTOMATOB, SBMSIOLMXCH 000OLLEHVEM TpagMLMOHHOrO (DOpManbHOrO HeipoHa. B cetn u3 Takux
HEIPOHOB BCE CBA3N ABNAIOTCS (DYHKLMOHANBHBIMK, @ He CTPYKTYPHbIMU. OTa 0COBEHHOCTL N03BONSET 06BLACHUTD ObICT-
pble MeXaHW3Mbl MepecTpoiiki NaTTEPHOB aKTUBHOCTW MPW reHepaLi pasHblX PUTMOB HEMPOHHBIMM aHcambramm,
Habniofaemsle B xuBbIx cucTemax. ObcyxaaeTcs  060CHOBLIBAETCS BbIBGOP ANCKPETHOTO annapata NS MOAENMpoBa-
HUS reTEPOXMMUYECKUX B3aUMOAECTBIN.

KntoueBble CnoBa: [ANCKPETHas AMHAMMKA, TeTEpOreHHas HEMPOHHAs CMCTEMA, eTepOXUMUYECKVE B3aUMOLENCTBIS,
HENpPOTPaHCMUTTEPbI, HENPOMOAYNALMNS.

Ha3pIBaeMOl O00BEeMHOH Tepemaun — volume
transmission). OTa peayKUus MpeacTaBisieT coOoit

BBeneHue
CO3HATCJIBbHYIO HACAIU3ALINI0, KOTOpasA IIpU3BaHA

3HaHHUA O pa3HOOOpa3uM HEUPOTPAHCMUTTEPOB
(MeanaTopOB) U MX PELENTOPOB CIIY)KaT MPOYHBIM
byHaaMeHTOM HEHpo- U NCUX0(apMaKOJIOTHH.
OpHako XMMHUYECKas HEOIHOPOIHOCTh, MIPUCYIIAs
€CTECTBEHHBIM HEHPOHHBIM MOMYJISAIUSIM, OCTaeT-
Csl 33 paMKaM{ HACIN3ALMH, TPaKTYIOIIHUX MO3T
KaK JIEKTPUYECKYI0 MOHTAXKHYIO CXEMY.

CraThs mpecienyeT JBe B3aUMOCBS3aHHBIE Iie-
nu. IlepBast — moka3ats HH)OPMALMOHHYIO 3HAYH-
MOCTh XMMHUYECKOTO COCTaBa BHEKJIETOYHOI'O MPO-
crpanctBa. OHa MNpPOSBISIETCS. B BAXKHOH POJH
HECHHANTUYECKUX XHMHUYECKUX B3aWMOJCHCTBUIM
npu GOPMUPOBAHUH TUIIOB 3IEKTPHUECKON aKTUB-
HOCTH HEHpPOHOB M HEHPOMOIYJIHPYIOMHX 3 hek-
TaxX. UToObI B SIBHOM BHUJIE€ BBISIBUTH ITY POJIb, MBI
uccienryeM OecCHHANTHYECKU MEXaHW3M KOMMY-
HHUKallUU MEXIy HEHPOHAMU IIPU HAIUYUH TOJBKO
MYJIBTUTPAHCMHUTTEPHBIX B3aUMOJAEHCTBUI (Tak

YIOPOCTHTh MOJETHPOBAHHE IMTHUPOKOBEIIATEIBHBIX
CUTHAJIOB B HEPBHBIX CUCTEMaX.

Bropas nienp coctout B 00OCHOBaHHH BBIOOpA
JUCKPETHOTO ammapaTta sl MOJEIHPOBAHUS YKa-
3aHHBIX BBIIIE MPOLIECCOB U MOCTPOSCHHUHN YKH3HECTIO-
COOHOIT MOJIeNM Ha €ro OCHOBE, KOTopas oOJianayia
OBl OOBSICHUTEILHOH U MPEeICKa3aTebHON CHITON.

[Ipemmaraemass HaMH MOJIENbh OOBEAWHIET 00€
nenmu. OHa npencrasisieT coboii HAOOp aKTUBHBIX
AJIEMEHTOB, B3aMMOJCUCTBYIOMIUX TI0 3aJaHHBIM
MpaBwWiiaM, KOTOpBIE JWHAMHUYECKH OTPEAEISIOT
TOTIOJIOTHIO CETHU B 3aBUCHMOCTH OT XMMHYECKOTO
COCTaBa BHEKJICTOYHOIO NPOCTpaHCTBAa. B naib-
Helmumx paboTax OyaeT Moka3aHo, YTO MPU MOJIY-
JUPYIOMIMX BHEIIHWX BO3JEHCTBHUSIX TPAHCMHUTTE-
POB TOIIOJIOTUST MOXET OBITh OBICTPO H3MEHEHA
WIH TIOJHOCTBIO mepecTpoeHa. Takum oOpazom, ¢
OJIHOM CTOPOHBI, MPE/JIOKEHHBIM MaTeMaTHYECKUM

! PaGora BhIMOTHEHA IPH YACTHYHOM (HHAHCOBOI Monnepxke PODU (mpoextsr Ne 15-07-02488a, 17-04-00887a, 17-07-00541a).
2 TepMuH «reTepoXUMHYECKUI» TPU3BaH OJUYEPKHYTh pa3HOo00pa3ne BUIOB TPAHCMUTTEPOB U peakuii HeHPOHOB HA HUX.
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amnmapaT COOTBETCTBYET OMOJIOTUYECKUM PeallnsiM,
a ¢ Ipyroil — MOAENs OOBSCHSET U MPeICKa3bIBaeT
OBICTpBIE TPOLIECCHl TEPECTPONKH B3aUMOIEH-
CTBUIl MEXIy HEHpOHaMH, BBIJICJIEHHE AKTUBHBIX
mojiceTel m3 OOJIBITNX CETeH, KOTOPhIE HEBO3MOXK-
HO OTPa3UTh B MOJENAX C KECTKHUMH CBSI3SIMHU U
OMHAPHBIM BXOJHBIM CHTHAJIOM.

1. Buonornyeckue OCHOBbI
npeanaraemoro noaxoaa — Xumumyeckas
KOMMYHUKaLUA HEUPOHOB B MO3re

Hayxa o mo3re nonro pa3sBuBanach 1moj 3HaKOM
oTKpbITOrO B KOHIE XVIII B. )KMBOTHOTO 2JIEKTPH-
yectBa. [lapagurma 31meKTpOU3NOIOTHN «CTUMYI
— OTBET» MOJIpa3yMeBaja HENMpPEepPHIBHOCTH MPOBO-
JAIero cyocrpara, Mo KOTOPOMY BO30YKICHUE
SIKOOBI OSXKHT MO PEQIICKTOPHON Jyre OT CEHCOp-
HOTO BXOza K 3¢ depertHomy Bbixoay. [lapagurma
oKazayiach omuO04YHOH [1], HO IMEHHO K HeH, Kak
3TO MPHUHSTO, alalITHPOBAIIN PE3yIbTaThl UCCIIE0-
BaHuH. Tak, B 4aCTHOCTH, CIYYHJIOCH CO 3HAHUSMHU
0 CeKpelrH W peleniny HePBHBIMHU KIIeTKaMu (u-
3WOJIOTUYECKA AaKTUBHBIX BellecTB. HasHauenwme
3TUX BemecTB (HelporpancmutTrepos, HT) cBonu-
JM K «Tiepejade HEPBHOTO MMITYIJIbCa».

Bbuonornyeckas anprepHaTHBA AIIEKTPOLIEHTPH-
YECKOMY MEHHCTPUMY BO3HHKJIA JIUILb B CEPEAUHE
XX B. Cornacao X.C. Komrrosuiy (1930-1961),
HT ynacnenoBaHbl OT HabOpa JOHEPBHEBIX PETyIIs-
TOpHBIX (pakTOpoB [2]. PazBuTHE 3TOM NMI0I0TBOP-
HOIl maeu mponposmkaercsa moueiHe [3-7]. CoBpe-
MEHHBIH B3I HAa TPEeIMEeT MOXHO chopmynn-
poBaTh B (opMe CIEOYIONUX DMITHMPUIECKUX
00001IIeHHI.

1. V moboco opeanusma, obnraoarwwezo ueps-
HOUL CUCTMEeMOU, HelpOHHblE 83AUMOOENCMEUs ONOo-
cpedyromes Habopom HT. Y opraHu3mMoB, MpUHA/I-
JeXKaMX K pPa3HbIM 300JIOTHYECKUM THIAM, 3TH
Ha0OpBI MPUMEPHO OAWHAKOBHI [§, 9].

2. MynemumpancmummepHoCcms  APUCywa He
MOIbKO MO32Y 8 YEIOM, HO U TH0OO0MY JTOKATLHOMY
co0buecmey HeupoHo8, GLINOIHAIOWEMY DYHKYUIO
ynpasienus. IT0 0000IICHIE TTOTYYEHO U3 3HAHUI
0 HEHWPOHHBIX aHCAMOJISIX, TCHEPUPYIOIINX YIIOPS-
JOYECHHBIE MOTOPHBIE KOMAaHJIBI (central pattern
generators, CPGs) [6, 9-13].

3. Dgpgpexm cmecu osyx HT ne pasen cymme ux
a¢hghekmos. IKCIEPUMEHTOB, TMOATBEPIKIAIOIIX
aT0 0000MmeHne, moka HeMHoro [14]. [Ipencranis-

€TCs, YTO 32 HUM KpPOETCS Pe3epB MOBHIIICHUS HH-
(hopMaMOHHON €MKOCTH HEMPOHHOTO aHCaMOJIS.

4. Xumuueckas KOMMYHUKAYUS HEUPOHO8 OCY-
wlecmensiemcss He MOJbKO Yepe3 CUHANCbL, HO U
snecunanmuyecku [15-19]. B cunancax peanu3y-
0TCA 3PQPEKThl WHAUBUIYAIBHBIX TPAHCMUTTEP-
HBIX BEIIECTB. BHeCHHANTHYECKU dalle peanusy-
t0Tcs 3¢ (deKThl TPAaHCMHUTTEPHBIX cMeceil (OaaHca
HT) — xak OpIcTpBIe, TaK M1 OTHOCUTEIBHO MEIJICH-
HbIe (TOHHYECKHE). DTO HE /IBa pa3HbIX MeXaHU3Ma
XUMHYECKON CHTHAIIM3allii, a pa3Hble KOHIIBI
€IMHOTO IHaNa30Ha.

5. Kaowcovrti HT no-ceoemy unmezpupyem mu-
wenu. Ha HECKONBKUX «MOJIENBHBIX» O0BEKTaxX
(usBKa, ynuTKa) OBLIO 3aMEYEHO, YTO CEPOTOHUH
BJIMSICT HA pa3Hble OpraHbl COrJACOBAHHO, TaK YTO
X CyMMapHOE JICHCTBUE CKIIAJBIBACTCS B XOPOIIO
KOOPAWMHHUPOBAHHOE TIOBEICHUECKOE COCTOSHUE
opranusma [20, 21]. Dro yacTHOEe HAONIOACHHE
MO3BOJIMJIO TIPEATNOJIOKHTE, YTO penepTyap IoBe-
JIEHYECKUX COCTOSIHUA MOYET COOTBETCTBOBAThH
accoptumenty HT. CooTBEeTCTBEHHO, B IaTTEpH-
TeHEpUPYIOIIEM HEHPOHHOM aHcaMmOlle Kaxkjas
(aza maTTepHAa MOXET WHTCTPUPOBATHCS CIICIIU-
¢uveckoit TpaHCMUTTEpHOU MoIteKyo [9]. Mare-
TrpaTUBHBIE (YHKIHHA HEHPOTPAaHCMHUTTEPOB KOH-
CEPBATUBHO COXPAHSIOTCS B JBOJIIOIMUA HEPBHBIX
cuctem [21-23].

6. B 10oKanvHOM HeUpoOHHOM ancambe cemepo-
Xumuzm obecneyugaem 06eCnpoOBOOHYIO KOMMYHU-
kayuio [9]. MomnekynspHas aapecalsi CHUrHajiIa
OoJiee ueM MPOBOHAS (CHHANTHYCCKAS), TUMHUTH-
poBana jud¢dysueii. IlosToMy mnpeumyliecTsa
0OecrpoBOAHON KOMMYHHKAIIMA MOTYT OBITH (-
(hEeKTUBHO PEaTN30BaHBl TOJBKO B OTPaHUYEHHOM
obveMe HepBHOW TkaHu (cetuatka, CPGs, u T.11.)
[17-21]. Meicnb, 4TO HEHPOHHBIE CETH MOTYT OBITH
0o0pa3oBaHbl HE TOJIBKO CHHANTHYECKUMH, HO H
MOJIEKYJIAPHBIMHU CBS35IMH, DHEPTHYHO pa3BHBAET-
Csl aBTOpaMH, MCTIOBSAYIOIIMMH KOHIIEIIIHIO «00b-
eMHol nepefaun» (volume transmission) [24-25].

7. Mynomumpancmummephvie 6X00bl HeUupoH-
HO20 aHcamOia 0becnedusaom 3a8UCUMOCTNb €20
akmusHocmu om Konmekcma. B Xxopomo nzydeH-
HBIX HelpoHHBIX aHcamOnsx (CPGs) cobcTBeHHas
MYJIBTUTPAHCMHUTTEPHOCTh TPEICTaBIIeHA HEMHO-
FMMH TUIIaMU HeWpoHoB. HamHoro cunbHee
BEIp2XXEH TeTEPOXUMU3M BXOHHBIX addepeHTos,
KOTOpBIE OIMOCPEAYIOT CBSI3b DHIOTEHHOW aKTHB-
HOCTH aHCcamOJIsl ¢ BHEIIHHM KOHTEKCTOM M obec-
MEYMBAIOT AJANITUBHBIA XapaKTep BBIXOJHOW aK-
TuBHOCTH [10, 26].
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8. IIpunsamue pewenus o vibope U3 penepmya-
PA BbIXOOHBIX KOMAHO aHCAmOsi onpeodensemcs
b6anrancom HT. B XOpoIIo M3y4eHHBIX aHCaMOJIAX
peniepTyap BBIXOAHBIX KOMaHJ HEBENHK. BrIOop
JIOCTUTAETCS TIOCPEICTBOM JAUCKPETH3AINHA KOHTH-
HyyMa MYJbTUTPAaHCMHUTTEPHOH Cpebl, OMBIBAIO-
el aHcaMOJb U (GOPMHUPYEMOH BXOAHBIMH CHI-
HaJaMd. OTO DBOJIOIHOHHO KOHCEPBAaTHBHBIN
MexaHu3M. Tak, y COBEpIIEHHO HE POACTBEHHBIX
JKUBOTHBIX M3MEHEHHE TPAHCMUTTEpPHOro OamaHca
3TOW Cpellbl B TOJB3y CEPOTOHHHA CKIIOHSAET JIO-
KOMOTOPHBIN TeHepaTop K BHIOOPY OBICTPOTO CITO-
co0a JIOKOMOIUH, a B TOJB3Y JodaMuHa — K Tpe-
KpAaIeHNUIO JIOKOMOLIUM WJIH BBIOOPY MEIJICHHOTO
ee BapuaHTa [26-28]. MHoroe, 0JHaKO, OCTAaeTCs
HESICHBIM, B YaCTHOCTH, MPHUPOJIa YCTOMYUBBIX CO-
CTOSIHUH, JeXalluX B OCHOBE IHCKPETH3ALUH
MYJIbTUTPaHCMHUTTEPHOTO KOHTEKCTA.

9. Kaoicowviti HT myoicen mosey no-céoemy. Ha
3TO MPAMO yKa3bIBaeT OMoxumus. Tak, HEKOTOpbIE
3¢ (deKThl CepOTOHMHA BEI3BAaHBI €T0 MPHUCOEIHHE-
HHUEM K OenkaMm — cepoToHmIupoBaHrneM. depMeHT
TpaHCIUIyTaMHHAa3a, 00eCHeYnBaIOUINi CepOTOHH-
JUPOBaHUE, MOXET MPHUCOCOUHATH K OemkaM H
JIpyTHe TPAaHCMHUTTEPHBIE MOHOAMHHBI — TO(aMUH,
TUCTaMUH, HO TIPUCOEINHEHNE UACT B IPYTHX Me-
CTax, 4TO mpuaaer OenkaM Ipyrue cBoiictBa. B
ATUX pEaKIUsAX KaIas TPAHCMUTTEPHAs MOJICKY-
na crieruduyHa U HE MOXKET OBITh 3aMCHEHA Ipy-
roii [29-31]. Tem He MeHee, TOJITO CUUTATIOChH, UYTO
HEHPOTPaHCMHUTTEPHI AyOIUPYIOT APYT ApYyra, Ho-
3TOMy HUX pa3sHooOpa3ue Kas3alloCh JIHIIEHHBIM
cMbicia. TOJMBKO B TIOCNIEAHUE TOIBI CIICU(HY-
HOCTh CTaJM HaxXOAMTh W B TOM, YTO pa3HbIE
HEHPOTPAaHCMUTTEPHl MPEANOYUTAIOT YIIPABISAThH
pasHeiMu (GyHKIUSMHU. Hampumep, B cocTaB reHe-
paTopoB MOTOPHOTO MaTTepHa OYEHb PEAKO BXO-
JIIT CEPOTOHWHOBBIE HEHpOHBI, HUKOTAA — Moda-
MHUHOBBIE, 3aTO B TEHEpaTopax, Kak IIpaBWIIo,
BCTPEYAIOTCSI HEMPOHBI, CTIeHUANU3UPOBAHHbIE TS
CEKPELUH alleTUIXOJINHA U TIyTamara.

OneIT HElpo- W 1MCcUX0(hapMaKOJIOTHH  YXKe
MHOTO JIECSITUJIETUH CBUAETENHbCTBYET O HAJTHUYUHU
B MO3re HEHpPOMEIHAaTOPHOIO IpPOCTPAHCTBA, HE
OTPaHUYEHHOTO CHHANTHYECKUMH KOHTaKTaMH, U
ero (hyHKIMOHATHHOW 3HAYMMOCTH. B mocnemnme
HECKOJIBKO JIeT MOSBMWINCH (ITOKa YTO HEMHOIO-
YHCIICHHBIE) CTaThH, TMPHU3BIBAIOIINE pPacCMaTpH-
BaTh CaMble pa3HbIe HEPBHBIC U IICHXHUYECKUE 0O-
Je3HH KakK IMOCIENCTBHE JancOaiaHca equHOM
MYJIBTH-HEHPOTPAHCMUTTEpPHOH  cucTteMbl  [32].
MynbTUTPAaHCMHTTEPHOCTh CYIIECTBEHHO PpaCIIH-

psieT BO3MOXKHOCTHM HEUPOHHBIX B3aUMOACHCTBUIL
U TeM CaMbIM JacT HEHPOHHBIM aHcaMOysaM (cie-
JIOBATEIbHO, U MO3TY B IIEJIOM) IPEUMYIICCTBA.
OTH MPEUMYIIECTBA BBISBISIIOTCS B X0/ OMOJIOTH-
YeCKMX MCCICA0BaHUI, MaTeMaTHUYECKOE MOJIEIIH-
poBaHUE NOJDKHO Oojiee YETKO IMOKa3aTh MX HH-
(hopMaIOHHYO 3HAYUMOCTb.

2. O maTemaTuyeckux mogensx
HEMPOHOB N HEUPOHHBIX CETEN

B mHactosmee Bpems cCymiecTByeT OOJBIIOE
pa3zHooOpa3zue MaTeMaTHYECKUX MOJelel, OMHCHI-
BAaIOIIMX OTIEJNbHBIE HEWPOHBI U CETH U3 HEUpo-
HOB. Y CJIOBHO TaKHe MOJIEII MOKHO Pa3JIeNIUTh Ha
IBa OONBIIMX KJlacca, WCIONB3YIOUINX THAMEeT-
palbHO MPOTUBOIOJIOKHBIE MOJXOIBI.

K nmepBomy Kiaccy OTHOCSTCS Tak Ha3bIBaeMbIe
HenpepbvigHble MOOeiU, OTIICHIBAIONINE ONOIoTHYe-
CKHE HEHPOHBI U MPOUCXOAAIINE B HUX MPOIECCHI
B BUjie cucTeM MU hepeHINANBHBIX YPaBHEHUM.

2.1. HenpepbIBHbIE MOAenK

OpHa U3 MEpBBIX MOJCICH, «UHTETPUPOBATH U
cpabortate» — “integrate-and-fire”, mpemmoxxeHHas
B 1907 roxy JI. Jlanmkom [33], COCTOUT W3 OAHOTO
TG QepeHINATEHOTO YpaBHEHUS], OMUCHIBAIOIIETO
BO3pacTaHue MOTEHIMANa Ha MeMOpaHe 0 HOopo-
TOBOTO 3HAYEHHS, MPH KOTOPOM IPOUCXOIUT CKa-
yok (Cmaiik, WM TOTCHIMAN IEHCTBUs). 3arem
HanpspKeHHe Ha MeMOpaHe cOpachIBaeTcst 0 OcTa-
TOYHOTO 3HavYeHus. Camas TOIyIJIIpHasi U3 H3BECT-
HBIX MOJeIIel — MOJIeTTh XO/DKKIHA — XaKkciu [34],
ONMCHIBAIOIIAass BO3HUKHOBEHHE M paclpocTpaHe-
HUE BJIOJIb aKCOHa IMOTEHIMaNa JeHCTBHA, pa3pa-
borana B 1952 roxy. Ee aBTops! ynocroerst Hobe-
JIEBCKOM TpeMHHu N0 (U3UOJOTHH M MEIHIHE
(1963 r.). Monenp mpeacTaBisieT co0OW CHCTEMY
gyeTblpex AudQepeHInaTbHbIX ypaBHEHUH, coep-
XKamux OOJNBIIOE KOJNIECTBO TApaMETPOB, BCIIEH-
CTBHE YETO OHA UMEET BBICOKYIO BBIUMCIUTEIIBHYIO
CIIO)KHOCTh M CHJIFHO 3aBHCHT OT HAa4YaJbHBIX 3HaUe-
HU# ¥ moxbopa mapamerpoB. OQHO W3 €€ YITpoIle-
Huit — Mozens PunXwio — Harymo (cucrema u3 aByx
YpaBHEHHUH TMEpBOro MOps/Ka), B KOTOPOH HENpOH
MIPEICTaBIIsIeT COOOH PENaKCHUPYIOIINI OCITHIIISITOP,
BO30OY)KIAIOIINICS TyTeM TMOJIOKHUTEIBHONH 00part-
HOH CBSI3M Pa3HOCTU IMOTECHIMAIOB HA MeMOpaHe M
BOCCTAHABIMUBAOIIHUIACS C TIOMOIIBIO OTPUIIATEIHHON
obparHotii cBs3u [35, 36]. Momems Moppuc — Jlekapa
(1981 1.) sBnsercs xoMOWHanuel Mopeneil XoJpk-
knHa — Xakean 1 OuruXeio — Harymo, onuceiBaro-
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el TMHAMUKY KajbLIMEBBIX U KaJIMEBBIX KaHAJIOB
[37]. B padote [38] Ha ocHOBE MOJIEIT XOKKIUHA —
XakcaM IOCTpOEHA JBYXYAcTHAsI MOJEIb HEMpOHa,
B KOTOPOM TMHAMUKH TeJla KJIETKH U aKCOHA 331al0T-
Cs1 OTHENBHO.

Cy1mecTByIOT MOJENH, YYHUTHIBAIOIINE IEPHO-
JUYECKYI0 SHIOT€HHYI0 aKTUBHOCTh HEHPOHOB, —
OCILWLISAITOPHBIE HEUPOHHBIE CETH U3 OCLUIUIUPY-
IONNX JJIEMEHTOB, KOTOpble (DYHKIIMOHHUPYIOT 3a
cuer ux B3ammogeictBuil [39]. B [40] ctpoutcs
MOJENIb HEHPOHHBIX KOHTYPOB, OCLMIIUPYIOLIUX
o TeTa- U raMMa-puTMam. B [41, 42] onuchIBarOT-
Cci MaTeMaTH4ecKHe MOJEIH HSHTOPHHAIBHO-
TUNIOKAMITaTbHON CHUCTEMBI 3MU30AWYECKON Ma-
MATH U MApUETATbHOU KOPBI, OCHOBAHHBIE Ha CBO-
601HO-MacITabUPYEMBIX PEKYPPEHTHBIX HEWPOH-
HBIX CETAX OCLIIIATOPHOIO THIIA.

[TomMuMoO yka3zaHHBIX MOZENEH, OMHCHIBAIOIINX
ANEKTPUUYECKYI0 aKTHUBHOCTh HEHMPOHOB, UMEIOTCA
MOJEJIN TPAHCMUTTEPHBIX B3aUMOIECHCTBUM MEKIY
Heliponamu. B mMoznenu Koxa u Ceresa [43] BBO-
JIUTCSL YeThIpe THUIIA PEUENTOPOB K ABYM TpaHC-
mutTepam (rirytamar U I'”AMK), mo-pazHomy Biu-
AIOIMX Ha aKTUBHOCTh  HeHpoHOoB. OTBeT
HEUPOHOB Ha OTHENbHBIE HEHPOTPAHCMUTTEPHI
MOJECIUPYETCA PACIIUPEHUEM MOJECIHA XOIKKU-
Ha — Xakcnu. O030p HEeNpephIBHBIX BHIYHUCIUTENb-
HBIX MoOJenell HEeHpOHOB, YacTel HEHPOHOB W
HEHPOHHBIX CeTeH COMEePKUTCS B KHUTE [44].

I'maBHBIM JOCTOMHCTBOM TaKUX MOJENEU SBIIS-
€TCsl MX BhIpa3uTeNbHas CUJa HA HUKHEM YPOBHE —
OHM OIIMCBHIBAIOT MPOLECCHl, MPOUCXOIAIIUE Ha
KJICTOYHON MeMOpaHe C BBICOKOW CTEMEHBI0 TOY-
HocTU. OJJHAKO 3TO JOCTOMHCTBO MEPEXOJUT B HE-
JIOCTATOK: OOMIIME mapaMeTpoB, YacTh U3 KOTOPBIX
HEBO3MOXHO U3MEPUTh TOYHO, J€NAET MOJAEIb He-
YCTOWYMBON K HA4YaJIbHBIM JaHHBIM WU 3HAYECHUSIM
MapaMeTpoB, KOTOPbIE YacTO MPUXOAUTCS MOAOH-
paTh BpyuHy!0. [IpofomkeHns 3Toro HeroCTaTKa —
OTPOMHAsI BBIYHCIIHMTENBHAS CJIO0XKHOCTh, OBICTPO
pacTymias ¢ yBEITMUYEHHEM 4YHCIIa B3aUMOJEHCTBY-
IONINX HEHPOHOB, a TAK)KE€ OTCYTCTBHE MaciTalOu-
pyemoctu. IloaToMy Ha OCHOBE Takux MojeJen
MOYKHO OITUCHIBaTh TOJBKO CETH C HEOOJBIIUM
gyrcoM HelpoHoB. Tak, B pabore [38] crpoutcs
BBIYMCIIUTEIbHAS MOJIEIb TEHEpaTopa LEHTpallb-
HOTO TaTTepHa MUINEeBON ceTH yiuTku. Pa3pabo-
TaHHas B [45] Molens mayedyHoro HelpoHa B [46]
MPUMEHEHA AJI TOCTPOEHUS B3aUMOJCUCTBUS UH-
TEpHEUPOHOB B TEHEpAaTOpe IEHTPAIbHOTO TaT-
TE€pHAa U MOTOHEHPOHOB B JJOKOMOTOPHOU CHUCTEME
HacekoMbiX. B Mopenu [47] ypaBHeHus THUIa

XomKkrHA — XaKCIH WCHOIB3YIOTCS ISl OIHca-
HUSI HEUPOHOB T'OJIOBACTHKA IIMOPIEBON JISTYIIKH,
MIPOPAIINBAIONINX aKCOHBI W (HOPMHUPYIONIUX HO-
BBIC CHHANITHUYECKHUE CBSI3HU.

HempepeiBHBIE MoOmeny, MNpeTESHAYOMHAE Ha
OTMCaHNE HEPBHBIX CHCTEM B IE€JIOM, UCIIOIB3YIOT
METOABl HeIWHeHHoN muHamuku. Pabora [48] co-
JIEPXKUT HM3II0)KEHWE OCHOBHBIX TOHSATHA W MPHH-
IIATIOB 3TOTO HANpaBIICHUS, a Takke 0030p HEKO-
TOPBIX KOHKPETHBIX PE3yIhTaTOB.

2.2. InckpeTHble moaenu

Mojenu BTOpPOTO Kjlacca MOXHO Ha3BaTh OucC-
KpemHbiMU. B TIpOTHBOMOJIOXKHOCTH HEMPEPHIB-
HBIM MOJEJISIM OHU CTPEMSTCA K MaKCHMaJIbHOMY
YIPOILEHUIO TPOLIECCOB, MPOUCXOAAIIUX B HEUPO-
Hax, Ojaromapss MAMCKpETH3aIMM MapaMeTpoB,
YKpPYIHEHHIO MaciuTaba coOBITUIl M MTHOpPHPOBa-
HHUIO MHOTHX MH()OPMAaIlMOHHO HE3HAYMMBIX JeTa-
neit. Hambomee pacmpoCTpaHEHHBIM THUIIOM JHC-
KpeTHBIX MoOJeNel SBIAIOTCS MCKYCCTBEHHBIE
(popmarnbHBIE) HEHPOHBI U HEHPOHHBIE CETH.

BriepBrie (hopManbHBIN HEHPOH U HCKYCCTBEHHAS
HetiponHas cetb (MHC) u3 dopManbHBIX HEHPOHOB
Obum mpemiokeHsl Makkaimokom U IlurTcom B
1943 . B crarbe [49] HelipoH NpeacTaBiIeH Kak Io-
POTOBBIi1 JIOTHYECKUI AJIEMEHT, MpUYeM ObUIO TIOKa-
3aHO, YTO CETh U3 TaKUX 3JIEMEHTOB MOKET MOJIEIH-
POBaTh JH000€ YTBEP)KACHNE JIOTHKH BBICKA3bIBAHUH.
Mopens Makxkamnoka — [Iurrca onepenuna cBoe
BpeMsl M K TOMy ke OblIa HalmicaHa B apXamdecKoi
cucTeMe Jormyeckux obo3Hauenuid. Illupokyro ns-
BECTHOCTH OHa Tmpuobperna B 1956 . OGmaromapst 60-
Jiee TIpO3pavyHOMy €€ U3JIOKEeHUI0 B crarbe Kimnan
[50], xoTophlli mMOKa3aj, 4TO CETU U3 SJIEMEHTOB
Makxkaiutoka — [InTrca  3KBHBaJICHTHBI KOHEYHBIM
aBTomaraM. C 3Tol cTaTbu HA4YaJINCh AKTUBHBIE HC-
cnenoBanust MHC B AByX HE3aBHCHUMBIX HaIpaBlie-
HMAX: KaK YaCTHBIA BHJ KOMOMHALMOHHBIX JIOTHYE-
CKHX CXEM, BaXHbII JJIs TPWIOKEHUM B
BBIUHMCIIUTENBHON TEXHUKE W TUCKPETHON aBTOMATH-
K€, U KaKk yJOOHOEe CPEACTBO I MOACTHUPOBAHUS
OTZEJBHBIX MH(OPMALMOHHBIX INIPOLIECCOB B HEPB-
HBIX CHCTeMaXx.

Bo MHOrux mocnenyommx padoTax, HauMHas C
pabot Pozenbmarra [51-53] dopmanpHBIA HEHpoH
MIPEJCTABIIAETCS KaK MOPOTOBBIM 3JIEMEHT C JBO-
WYHBIMH BXOJaMH Xi, ..., Xj, IMEIOIIUMH paziInd-
Hble JCHCTBHUTEIBHBIE BECa Wy, ..., W, H JBOMY-
HBIM BBIXOJIOM ), KOTOpBIH BO30Y’KmaeTcs, KOraa
TMHEHHas KOMOWHAIMS BXOJHBIX CUTHAIOB JOCTHU-
raet nopora P:
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k
it +1)= 1, ecim 1 TOJIBKO €CIn Zwixl(t) >P.(1)

i=1

IlepseiM mpumenennem MHC ans mopenupo-
BaHUS WHTEIUIEKTYalbHBIX IIPOLIECCOB CTal Iep-
uentpoH PozenOnarra, npeayoxenssiii B 1957 ro-
oy [51]. On mpeacraBisieT co0ol ABYXCIOWHYIO
HEHPOHHYIO ceTh 0e3 0OpaTHBIX CBA3EH M IpeaHa-
3HaYeH JUId pEIIEeHWs 3aJad paclo3HaBaHUSA U
knaccupukanuu. [lepBeiid crnoli HEHPOHOB Mone-
JUpyeT ceTYaTKy. PacmpeneneHue aKTUBHOCTH
HEHPOHOB HA CETYATKE MPEICTABIIAET BXOAHON 00-
pa3. O6paboTka oOpa3a MPOUCXOTUT TOIHKO B OI-
HOM (BTOpOM) cCJIO€, MTO3TOMY TaKOW MEepLENnTPOH
4acTO Ha3bIBAIOT OJHOCIOWHBIM. KadecTBo pacmo-
3HaBaHUS OTNpeeNseTcs] MPaBWIBHBIM MOA00POM
BECOB HEWpoHOB BToporo ciuod. Ilponenypa mon-
0opa Ha3pIBaeTCS 00y4YCHUEM.

Hccnenosanus PozenOnaTra BbI3BAIM HE TOIBKO
3HAYUTENBHBIA MOTOK padoT, HO M CUJIBHO 3aBBI-
nieHHsle  okuaaHus. OgHAKo IMocie TOro Kak
M. Munucknii u C. [letimepr [54] mokazanw mpuH-
[UMHATbHBIE OTPaHUYEHUS TIePIIEITPOHOB, HHTEPEC
k MHC Ha gonroe BpeMs 3HauuTensHO ynaid. OH
BO3POAMIICS TOJBKO B KOHIIE 70-X IT. ¥ COXpaHseTcs
JI0 HacTosiero BpemeHu. JlanbHeliliee pa3BUTHE
HNHC cBs3ano ¢ moauuKanueil OCHOBHBIX Mapa-
METPOB CETU: MOZEIH HEMPOHA, apXUTEKTYphl CETH
U TIporieayp oOyderwus. B HacTosmiee BpeMst Hanbo-
Jlee paclpoCTpaHEHBbl CEeTH, HCIOJB3YIOUINE pa3-
JIMYHBIE YCIIOKHEHHbIE MOJENU HeWpoHa Makkai-
noka — [Inurrca (B HuUX moporoseii cymmarop (1)
SBJSIETCS OJIHUM W3 apryMEHTOB BBIXOIHOH (YHK-
MM AKTUBAllMM) U MHOTOCJIOHHYIO apXHUTEKTYypy
CeTH C OOpaTHBIMH CBS3IMH U Pa3HOOOPa3HBIMH
aNrOpUTMaMH 00YICHUSI.

Cpeny HEWpOHHBIX MOAENEH, OCHOBaHHBIX Ha
JPYTHX TPUHITAIIAX, OTMETHM ceTh Xondwmiaa [55]
u ee Moaudukanuu. Cets Xomnduiga mpeacTanis-
eT co0oil HEOPHEHTHUPOBAHHBIN Tpad MPOU3BOIB-
HOTO BUAa 0e3 MeTelb; TeM CaMbIM BCE CBSI3U SIB-
JSIOTCA  ABYCTOPOHHMMH. B BepmmHax rpada
MIOMEIIEHBl HEHPOHBI, KOTOpPHIE B CTaHAAPTHOU
MOJIENM SIBIISIFOTCSL TPOCTBHIMH TOPOTOBBIMH 3JIe-
menTaMu. CBA3AM MEKIy HelpOHAMH HPHITHCAHEI
Beca. COCTOSIHMEM CETH B MOMEHT ! SIBJISIETCS ABO-
WYHBI BEKTOpP aKTUBHOCTHM HEHPOHOB B 3TOT MO-
MeHT. B [55] moka3aHo, 4To U3 JIF0O0T0 HavYaJbHO-

’B HEKOTOPBIX BepCHUAX ceTH Xomduina HEWpOH MMeEeT He-
NpPEepBIBHYIO (YHKLIUIO aKTUBALMH, KOTOpas CTPEMHTCS K
OOBIYHOI TOPOroBOi (GyHKLMH, KOT/Ia HEKOTOPBIH MapameTp
CTPEMUTCSI K HYJIIO.

TO COCTOSIHAS CETh MEPEXOIUT B YCTOWYHBOE CO-
CTOSHHE, KOTOPOMY COOTBETCTBYET JIOKaJIbHBIH
MHHUMYM 3Heprun E(f) =—0,5 XZZwys(f)s,(f), Tae
W;j— BEC CBA3M MEKIy HEHPOHAMHU i U j, 5,(f) U 54(1)
— COCTOSIHMSI aKTHBHOCTH STHX HEHpPOHOB; CyMMa
OepeTcs IO BceM MapaM HEHPOHOB CETH. Y CTONYH-
BBIX COCTOSIHUH MOKET OBITH HECKOJBKO. DTO I03-
BOJISIET MCTIOJIB30BaTh CeTh XOoM(uiga KaK pacro-
3HaBarenb-kinaccudukarop. OOpa3oM cuuTaercs
HayaJbHOE COCTOsIHHUE HeMpoHOB ceTH. [lepexon u3
HEero B k-e yCTONYMBOE COCTOSHHE O3HAu4aeT, YTO
JaHHBIA 00pa3 OTHECEH K k-My KJaccy.
[MonpoOHBIiE  0030p Mopmeneit QopMaTbHBIX
HetriponoB 1 MHC conepxutcs B kaurax [56, 57].
[Iponomxkatomeecst cosepueHcTBoBanue MHC
CTUMYJIMPYETCsS HEe CTOJBKO WHTepecaMH HeWpo-
OMOJIOTOB, CKOJIBKO yCTIeXaMH MHTEUIEKTYalbHBIX
TEXHOJIOTHHA M POCTOM HX IpUMEHEHUH. B yacTHO-
CTH, B HacTosiee BpeMsi OypHO pa3BHUBAIOTCS ajl-
TOPUTMEI TIyOmHHOTO 00yueHus (deep learning)
MHOTOCJIOWHBIX HEHpOHHBIX ceTeit [58-60], rme
noJ «riIyOMHOI» MOHUMAeTCsl KOJUYECTBO CIIOCB
cet. CyIIeCTBYIOT pa3jlyHbIe apXUTEKTYPHI TIIy-
OmHHOTO O0Y4YeHHUS: TITyOOoKHe HeipoceTH [59, 60],
CBEPTOUHBIC HEHPOHHBIE ceTH [61], TyboKkHe ceTn
nosepus [62, 63] u ap. Huana3zoH 3agad, periae-
MBIX TaKUMH CETSAMH, Ype3BblYaiiHO mupoK. OH
00yCIIOBJIEH MX BBICOKON CIIOCOOHOCTBIO K periie-
HUIO MHOTHX BHUJOB CIa0OCTPYKTYPHUPOBAaHHBIX H
TUIOX0 AITOPUTMH3YEMBIX 3aj]ad: PacliO3HABAaHUS
M300pakeHUH, pedn U PYKOMHCHBIX TEKCTOB,
KJaccu(pHUKAUU Pa3IMIHBIX 00BEKTOB, 33/1a4 AUa-
THOCTHKH, KOMITBIOTEPHOTO 3peHus, 00paboTKu
€CTECTBEHHOTO SI3bIKA U Ta)KE TBOPUECKUX 3a/1ad.
HMHC mnpencransor co0oil pacrnpeneicHHbIC
BEIYMCIIATEIBHBIE apXUTEKTYPHl ¥ HE MPETEHAYIOT
Ha MOJENUpOBaHNE OWOIIOTMYECKHX HEHpPOHOB U
HEPBHBIX cucTeM B 1ieaoM. Iloaromy mo 2000-x rr.
HEHPOOHONIOTH HE MPOSIBISUIM K JUCKPETHBIM MO-
JIeJISIM CyIIecTBeHHOTro nHTepeca. CHTyanus pe3Ko
W3MEHWIACh C TOSBIEHHEM HOBOTO IHUCKPETHOTO
amnmapaTa CJIOXKHBIX ceTed [64-66], KoTopsIil OKa-
3alcsl aleKBaTHBIM WHCTPYMEHTOM JUIsl OTIHCAaHUS
CTPYKTYpP Pa3sHOOOPa3HBIX OMOJIOTHYECKUX, TCXHH-
YeCKMX M COIMAJBHBIX CHCTEM. OJTOT ammapar
BIIEpBbIE TIO3BOJIWJI PAacCMaTpPUBaTh peajibHbIC
HEHpPOHHBIE CUCTEMBI Ha MaKpOypOBHE, T.€. UCCIIe-
JIOBaTh MX TI00aNbHBIC XapaKTEPUCTUKU: CTEIICHb
KJIaCTepHU3aliy, CPEAHIO JIMHY nyTel u np. Ilo-
3TOMy OH TIPUBJIEK 3HAYUTEIHbHOE BHHMaHUE
HEHpOOHNOIIOTOB M TIPHUBEN K IOSBICHUIO KOHIIETI-
UM «CTPYKTYPHOH M (YHKIIMOHATEHOH KOHHEKTO-
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MUKH» [67, 68], KOTOpasi paccMaTpUBaeT HEPBHYIO
CUCTEMY KakK CJIO)KHYIO CE€Th — «KOHHEKTOMY. Y 3IIbl
B TaKOM CETHU — 3TO YYaCTKHU MO3ra pa3HOil BeJIWYH-
Hbl. CTPYKTypHBIE CETH MNPU3BAHBI MOJAEIUPOBATH
AHATOMUYECKHE COCIMHEHUS YYacTKOB MO3ra,
(YHKIMOHANBHBIC CETH OTPAXKAIT KOPPEISAIUH
MEXIy aKTHUBHBIMHU 30HAMU IMPH Pa3IMYHBIX COCTO-
SHUAX W Pa3IUYHOU JAESTEIbHOCTH HCIBITYEMbIX
(TTorcKOBOE TIOBENICHHWE, PEUICHHE KOTHUTHBHBIX
3aja4, BCIOMUHAHKE | T.1.). [IoiHBIH CTPYKTYpHBIN
KOHHEKTOM C y3JIaMU-HEeHpOHaMU (Bce aHaTOMUYe-
CKHE CBS3M HEPBHOW CHUCTEMBI) Ha CETONHSITHUI
JIEHb TIOCTPOEH TOJBKO [UISI YEPBS — HEMATObI
C. elegans [69]. OnHako HajekKAa HA TO, YTO TOJ-
HbIi KOHHEKTOM YE€pBsl OKaXKETCSl MOJHBIM KOppe-
JIITOM €T0 MOBEJCHUS, HE OTpaBaanachk [5].

2.3. CpaBHUTENbHbIN aHanu3
pasHbIX TUNOB MoZenei

HenpepriBHBIE U AUCKPETHBIE MOJIETH OIMCHIBA-
10T pa3Hble acTeKThl (PYHKIIMOHUPOBAHHS PEAbHBIX
HEMPOHOB M TEM CaMbIM JONOJHSIOT Apyr apyra. B
TEpPMHHAX HETIPEPHIBHBIX MOJIENEH MOKHO JOBOJEHO
TOYHO OITMCHIBAThH (DPM3MKO-XMMHYECKHE CBOWCTBA U
IIPOLIECChl B HEWPOHAX M HEMPOHHBIX CETSX: IPO-
XO)KIIEHUE CIalKOB M0 aKCOHY, MPOLIECCHl B CHHAI-
THUYECKOH IIeNH, pOCT MEMOPAHHOTO TOTEeHIANa U
T.1. OTHaAKO MHOTHE MapaMeTphl 3THX OMUCAHUN He-
CYIIECTBEHHBI ISl OMNHCaHUS WH()OPMAIMOHHBIX
MIPOIIECCOB B HEPBHBIX CHUCTEMaX — MOJ00HO TOMY,
Kak JUIsl TOHUMaHWA PabOThl KOMITBIOTEpA He HYKHO
3HaTh (PU3UUYECKUE MPOIECCHI, IPOUCXOSIIHE B €r0
JNIEMEHTaX W cxemax. llapamerpsl, CyliecTBEeHHbIC
JUTSL ONIMCaHNst TH(OPMATHKN HEPBHOM CHCTEMBI:

—BXO/JIbl U BBIXOJIbI HEHPOHOB, HEUPOHHBIX aH-
cambOnieil, cered, 0Opa30BaHHBIX aHCAMOJSIMH U
T.A. (B TEpMHHAX CHHAIICOB U PELIETITOPOB);

—CTPYKTypa CBsI3€l (IIEKTPUUECKUX U XUMHU-
YEeCKHUX) MEeXKIY HEHPOHAMH U aHCaMOIISIMU;

—BO3MOXXHBIE BXOJHBIE W BBIXOJHBIE CHUTHAIBI
(B TepMUHaX 3JIEKTPUYECKUX CUTHAJIOB M HEHpO-
TPaHCMHUTTEPOB);

—XapaxkTep 3aBUCHUMOCTH BBIXOJHBIX CUTHAJIOB
OT BXOJTHBIX (C YYETOM pa3HbBIX THIIOB HEHPOHOB);

—BpEMEHHBIE MOCIIE0BATEIFHOCTH CUTHAJIOB U
OTHMCaHUEe MaTTEPHOB B 3TUX TEPMHUHAX;

—HaJTM9¥e TaMATH Y HeHpOHOB 1 aHcaMOIeit (B
TEPMUHAX JUCKPCTHBIX COCTOHHHﬁ, MCHAIOIINXCA
MTOPOTOB M BECOB CBSI3€H).

[lepBrle nBa BuAa mapaMeTpoB (BXOIBI, BBIXO-
Bl M CTPYKTypa CBs3€il) XapakTepu3yIOT CTPYK-

TypHbIE (CTATUYECKUE) CBOMCTBA HEPBHBIX CUCTEM.
ANEKBaTHBIM A3BIKOM U1 MX ONHMCAHUS SBIISETCS
s3bIK Teopur rpadoB. OcranbHble MapaMeTphl Xa-
pakTepu3yloT (yHKUHOHANbHBIE (AMHAMHYECKHE)
cBoricTBa. JIJIT OTHOCHTETHHO HEOONBIINX HEPB-
HBIX CceTell aZleKBaTHBIM SI3BIKOM JUISI X OMHCAHUS
SIBJIIETCS SI3bIK KOHEYHBIX aBTOMATOB. s ommca-
HUSL ceTedl ¢ OOJBIIMM KOJHMYECTBOM HEHPOHOB
noTpeOYIOTCSI HOBBIE MTOIXOIBL.

[Tpumepom paboTHI, TIe aBTOMATHBIN S3bIK HC-
MOJIB3YETCS I ONHCAHUS pEalbHBIX HEWPOHHBIX
cucteM, sBsieTcss crathsa [70]. B Hel Bcs CIIOXK-
HOCTb KJIETOYHBIX MEXaHH3MOB, KaKk M BO BCEX HC-
KyCCTBEHHBIX HEHpOHaX, arperupoBaHa B OuHap-
HBIX COCTOSIHHMSX. J[pyroii BayXKHOW OCOOEHHOCTHIO
9TON paboThl ABJISETCA HCIONb30BaHNE HEWPOHOB
C pa3HBIMM THIAMH aKTUBHOCTHU: OCLIIIISATOPBI,
HEUPOHBI C TOHUYECKON aKTUBHOCTBIO, HEHPOHBI-
TPUITEPHI.

Jis peanuzallié TIOCTaBJICHHBIX HaMH Iienieit
CYIIECTBYIOIUE AUCKPETHBIE MOAEIN HYKIAIOTCS
B CYIIECTBEHHOM pPaCIIUPEHHH, KOTOPOE NOIDKHO
MIPOUCXOANUTH TIO HECKOJIBKUM HalpaBICHUSIM.

1. Bo Bcex OMNHMCAaHHBIX BBIMIE AMCKPETHBIX
MOJIENSIX HEHPOHBI COEIMHEHBI JKECTKUMH «IIPO-
BOJHBIMM» CBSI3MH — akcoHamu. IToaromy Tomo-
JIOTHS CETH HE MOXKET MpeTepreBaTh OBICTPBIX W3-
MEHEHUH U nepectpoek. Habironaemple B KUBBIX
cUCcTeMax BBIJENCHHUSA AKTUBHBIX MojceTell (aH-
camOieil) U3 OOJBIINX CETEeH, M3MEHECHHE PUTMH-
YecKOH aKTHBHOCTH, NMEPECTPOUKM IIEHTPaTIbHBIX
TE€HEpaTOPOB MAaTTEPHOB HYKIAOTCA B IPUHIUIIN-
aNbHO WHOM sI3bIKE omucaHus. Pa3pabaThiBacMblii
HaMH MOJXOJ] pacIIupsieT MOHATHE HEHPOHHOH ce-
THU: CBA3SMH B IIPeIaracMoi MOJIENN SIBJISIFOTCS HE
TOJIBKO IIONAapHBIE CHHANTHYECKHE CBS3H, HO H
TPAaHCMUTTEPHBIC B3aWMOJCUCTBUS HEUPOHOB ue-
pe3 BKII — ofmiee BHeKieTOYHOE TPOCTPAHCTBO
(volume transmission). TpaHCMHUTTEpHBIC B3aMMO-
JNEHCTBUS [IMPOKOBENIATENbHBI, T.€. BO3HHKAIOT
cpazy Mexnay MHorumu Heifponamu BKII u ropas-
o Oonee M3MEHYMBBI, YTO MO3BOJISIET TUHAMUYHO
MepecTpanBaTh CTPYKTYPY CBS3ed M TE€M CaMbIM
peann3oBaTh MPOLECCHl HEHPOMOIYIIAINH.

2. UckycCTBEHHBIE HEUPOHHBIE CETH HMMEIOT
OYCHb Majo OOIIEero ¢ OWOJIOTHYECKUMH HEHpOH-
HBIMH aHCaMOJISIMH, TIOCKOJIBKY IepBbIe MOCTpOe-
HBl U3 OJMHAKOBBIX JIEMEHTOB, B TO BpeMs Kak
HEHPOHBI MO3ra (YHKIHOHATHHO PasIHdIHBL OTH
pasiauuus, M0 HAIUM MpPEJCTaBICHUSAM, JIeKaT B
caMoii OCHOBE pabOTHl HEPBHOM CHCTEMBI, a BOBCE
HE SIBIISIIOTCS JONOJIHUTEIIBHBIM (HE0O0s3aTeIbHBIM
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MpH  yHOPOIIEHUH) CBOWCTBOM HeWpoHOB. Kax
CIIEICTBUE, WMEIOIINeCS HeHpoceTeBble MOAETH
MaJIONPUTOTHBI JUISL TPEACKa3aTeIbHOTO MOJIENH-
pOBaHUS pealbHBIX HEHPOHHBIX ceTel. Monenu
HEHPOHHBIX CETEeH JOIKHBI OBITh TeTePOTreHHBIMH,
Mo KpailHeW Mepe, B JBYX OTHOIIEHUsX. Bo-
MEPBBIX, OHU JOJDKHBI OTpaXkaThb MH()OPMALIMOHHO
3HAYMMOE Pa3HOOOpa3zue TPAaHCMUTTEPOB U UYyB-
CTBUTEINFHBIX K HUM perentopoB. KonmmuectBo tH-
MOB B3aUMOJICMCTBUM OmpenenseTcss KOIUYECTBOM
TPaHCMUTTEPOB (M UX KOMOMHAIMN), TPUCYTCTBY-
IOIKMX B Mojenu. B3aumoaeincTBusa Mexay Heipo-
HaM{ He OWHApHBI, U MOJACIh W3 «UEPHO-OCIIOi
MIPEBPAIIACTCS B «I[BETHYIO»; TPATUIIMOHHBIN S3BIK
noruyeckux (OyJeBBIX) ceTeil yke He TOAUTCS
[50, 53, 71]. Bo-BTOpBIX, MOAETH AOHKHA BKIIIO-
9aTh HEHUPOHBI C Pa3HBIMU TUIIAMUA AKTHUBHOCTH.
Bapuant Takoit Tunonoruu umeercs B padore [70].
HeobOxognma ee Qopmanmuzamus B JUCKPETHBIX
TEpPMHHAX.

3. Ilepexon k OOJBIIMM CETSM MOTpeOyeT HO-
BBIX CPEACTB UX CTPYKTypH3aluu. B Helipoouomo-
TUM JABHO W3BECTHO MOHSTHE aHCaMOId, Kak Oc-
HOBHOW (pYHKIIMOHAJIbHOW eauHuIbl. HeoOxonuma
(dhopManu3anus MOHATUS aHCAMOJIsl U CETU U3 aH-
camOIeii, 9TO TO3BOJHT KCCIENOBaTh OOJbBIINE
HEHPOHHBIE CETU HA YPOBHE HE OTAEIBHBIX HEUPO-
HOB, & KPYITHBIX ()YHKIIHOHAJILHBIX Y3JIOB.

3. Mopgenb TpaHcMUTTEp-CcReumduyeckoro
HeMpOHa U reTepoXuMmUYecKou
HEMPOHHOM CeTH

3.1. O6BEKT MogenupoBaHus

[Ipemnaraemas Mojenp MpU3BaHa OMUCATh OC-
HOBHBIE WH(OPMAIIOHHO 3HAYUMBIE YEPThI CHIIb-
HO YHpOIIEHHOro (parMeHTa HEHpOHHON cHCTe-
MBl. OTH 4YepThl TakoBbl. lmeercs MHOXECTBO
HEHPOHOB, HAXOMSIIUXCA BO BHEKIIETOYHOM IIPO-
crparctee (BKII), B koTOopoM comepkatcs pas-
JMYHBIE HEMPOTPaHCMUTTEPHI, KOTOPbIe OO BBI-
NIENAIOTCA HEHpOHAMH 3TOTO TMPOCTPAHCTBA, MO0

nocTtymnatoT u3BHe. HelipoHsl obnamaroT peuenTo-
paMu, IpHYeM KaXKAbIM peLenTop CHocoOeH pea-
THpPOBaTh TOJBKO HAa OJWH BHUJA TPAHCMHUTTEPOB.
Peakuus peuenrtopa 3akiro4aeTcs B €ro ACHCTBUU
Ha IMOTEHIMal MEeMOpaHbl HEWpOHA: OHO MOJXKET
UMETh pa3Hblil 3HaK (BO30YXkaaromiee 100 TopMo-
3d11ee) ¥ pasHylo cuity BiausHus (Bec). Heitpon ax-
TUBUpYeTCs (BO30YyKIaeTcs), €ClIi CyMMa pPeakIni
perenTopoB (C y4eTOM HX BECOB) IMPEBOCXOIUT
MOPOTOBOE 3HAYCHHUE, CIIEHU(PHUECKOE IS KaXKIO0-
ro HeiipoHa (1). Ilpu sToM OH BBIAENSAET OIWH
TPaHCMUTTEp, cHeUU(UYECKUH I  aHHOTO
HEHpOHA.

Heilipons! pa3HOpOAHBI; mun HetipoHa ONpene-
JSIETCSl TPEMSI OCHOBHBIMHU XapaKTEPUCTUKAMU:

* TPaHCMHUTTEPOM, KOTOPBIH OH BBLACISAET
(TpaHCMUTTEP-CICHUPUIHOCTD);

* MHOXXECTBOM pPELENTOPOB, KOTOPHIMH OH
obmagaeT (CrIOCOOHOCTBIO BOCIIPUHUMATEL T€ WIIH
WHBIE TPAHCMUTTEPHI U TUIIOM PEaKIIUN Ha HUX);

*  XapaKTepOM SHIIOTEHHOW aKTHBHOCTH.

HeiipoHbl oHOrO THIIa MOTYT OTJIMYAThCS KO-
JIMYECTBOM PELENTOPOB, UX BeCaMH M BEIMYHUHOU
nopora. byaem pasnuuaTe TpH TUIlA HEHPOHHOM
akTUBHOCTHU. [IpHn 3TOM mpenmnoiaraercsi, 4To Bpe-
M1 IUCKPETHO U Pa3/eJIEHO Ha TaKThI.

1. Ocrunnmupyromuil HeMpoH (OCHMIIIATOP) —
HEUPOH, KOTOPBIM aKTHBUpPYETCS caMm Kaxnable 1;
TaKTOB, €CIM €r0 HE TOPMO3ST, Ha OIUH TaKT
(Puc. 1). Hanpumep, npu 7; =3 akTHBHOCTH OC-
muuIsTopa OyAeT MpPEeACTaBIATHCS IOCIEAO0Ba-
TensHOCTBIO: 100100100100...

2. Tonmdeckuil HEWpPOH — HEHPOH, MMEIOIIUI
MOCTOSTHHYIO aKTUBHOCTb B OTCYTCTBHM TOPMOXKE-
Hus n3He: 11111...(Puc. 2).

Puc. 1. Ociumnarop (pucyHok u3 ctateu [38]).
Kaxxnas mauka — ouH TakT

Puc. 2. Tonnueckuii HelpoH (pucyHOK u3 cratbu [38])
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Puc. 3. Monuamuii HelipoH

3. «Momyamuii HEUPOH» — 3TO KIACCUICCKUI
¢dopmanbheiii Helipon (Puc. 3). OH akTuBHpyeTCH,
TOJILKO €CITU €T0 BO30YIUTh, U BO3OYKIEHHE TIpe-
BBICHT TIOPOT aKTHBanuu. Bo30OykaeHre BO3MOX-
HO C 3aJICpXKKO# (OTI0XKEHHOE BO30YKICHHE).

B mpemaraemoii Bepcuu MoaeIH BBOISATCS JO-
MOTHUTENBHBIE YIIPOLICHHS:

— B3aUMOJICHCTBUE HEHUPOHOB MPOUCXOJUT
MOCPEICTBOM HEHPOTPAHCMHUTTEPOB TOJIBKO uepe3
BKII, 6e3 ywactust cuHarncoB. JTa CO3HATeNbHAs
peayKIus Mpu3BaHa OOpPaTUTh BHUMaHHE Ha BaXK-
HOCTb IIHPOKOBEIIATEIbHBIX CUTHAIOB B HEPBHBIX
CHUCTEMax W MOKa3aTh, YTO BCE MHPOPMAIIMOHHbBIC
BO3MOXKHOCTH TPAJULUOHHBIX «CHHANTHYECKUX)»
MOJIETEN COXpaHSIOTCS B MpeajiaraeMol MOJIEIH.
IIpu 3TOM B HEW BO3MOXHO U JIOKAJIbHOE B3aUMO-
JIeliCTBHE MEXIy NBYMsI HEMpOHAMHU: OHO BO3HH-
KaeT B cllydae, KOrJa TOJbKO OJMH HEWPOH BEINe-
JIIeT HEKOTOPbI TPaHCMHUTTEP W TOJBKO OJAWH
(OTTMYHBIA OT MEPBOTrO), HEMPOH MMEET COOTBET-
CTBYIOIIIHE PELENTOPHI;

— TpaHcMmutTep, nomnasmmii B BKII, cymie-
CTBYET B HEM POBHO OJIMH TaKT;

— YpOBEHb KOHLIEHTPAlMHd TPAHCMHUTTEPOB B
BKII He y4yuTBIBaeTCA: CUATACTCS, YTO TPAHCMUT-
tep mmbo orcyrctByer B BKII, mubo ero xomnye-
CTBa JIOCTATOYHO, YTOOBI HAa HErO CpPearnpoBaIU
BCE COOTBETCTBYIOIIHNE PELENTOPHI.

3.2. ®opmanbHaa mogenb — onpeaeneHus
n 0003HayeHuns*

OmnpeneniM eemepocenHyio HEUPOHHYIO CUCIeMY
kak Tporiky S =< N, X, C>, tne N = {Ny, ..., N,} —
MHOXECTBO HEHpOHOB, X — BHEKJIETOYHOE IPO-
crparctBo (BKII), C — MHOXECTBO THIIOB TpaHC-
muttepoB C= {cy, ..., ¢,}. OTH TUIBI Oylem
Ha3bIBaTh 1BeTaMu. Kaxnpiii TpancMuTTEp rpadu-
YeCKH YAO0OHO MPEACTaBIsATh MHOKECTBOM (puiiex
OTIPEICTICHHOTO IIBETAa; KOJIMYECTBO (PHIIEK B JaH-
HOM BepCHM MOJIEIH HECYIIECTBEHHO.

4 o
OCHOBHBIE UIIEH, JISXKAIIHE B OCHOBE MPEIAraeMoi MOJIEIIH,
BIIEpBbIE ObLTH OomucaHsl B [72, 73].

Heiiponsr u BKII onumiem 6osee moapoOHo.

Heiiponsbl. Heiipon N;, i = 1, ..., n, obnamaet
HEKOTOPBIM MHOXKECTBOM PEIENTOPOB, KOTOpHIS
UMEIOT 1IBET ¢; U BeC (CHIy BIMSHMA) — ITO AEH-
crBuTenbHOe yncno (Puc. 4). Ero 3nak s; € {+, -}
OyzaeM Ha3bIBaTh 3HaKOM penenrtopa. OH O3HAYaET,
YTO AaHHBIH peuentop — JuO0 BO30YKIAIOIIUIA
(rumroc-penienTop), MO0 TOPMO3AMIMKA  (MHHYC-
perenTop).

PenenrtopoB ogHOTO 11BETa MOXET OBITH MHOTO,
BCE OHHM HMMEIOT OJMHAKOBBIA 3HAK U COOpaHBI B
MOZENN B OAUH ciom. Bec j-co cnioma w; paBeH
CyMMeE BECOB BCEX DELENTOpoB IBeTa cj; w; = 0
O3HAYaeT, YTO HEHPOH N; HE HMEET CII0Ta IIBETA C;,
[Tmroc-cnoTer Oyaem 0003HAYaTh KBajJpaTaMH, MH-
HYC-CJIOTHI — Kpy>kkamu (Puc. 5).

[Momuas wHbOpMAIUS O HATUYHUU PEIECITOPOB
Pa3IMYHBIX [[BETOB C yKa3aHHUEM MX BECOB BO BCEX
HelipoHax MHoOkecTBa N COAEPKUTCS B MaTpulle
W = (Wjj)uxm BXOJ0OB HEHPOHOB pazMmepa n X m, TAe
Wj; — BEC CJI0Ta j-TO LIBETa B {-M HEHpoHE. BexTop
D =(d;), BBIXOIOB HEHPOHOB COAEPKHUT HMEHA
TPaHCMHUTTEPOB; d; = C;, €CIU i-il HEHPOH BBIAEIAET
J-¥ TPAaHCMUTTEP.

Puc. 4. HeiipoHbI ¢ pa3nuaHEIMUA HAOOpaMH PELEITOPOB

V HellpoHa cripaBa KayKAbli perienTop 3axBaTUil
COOTBETCTBYIOUIYIO (QDHUIIKY

Puc. 5. CnoTel 1 UX XapaKT€PUCTHUKU
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Tabn. 1. XapakTepuCTHKH HEHPOHOB

Heiipon | Tunm akTHBHOCTH Beixox D Beca ciotoB W

C| ‘e Cn
N, Ocmuarop, 7= 2 Cr Wiy Wim
Wi
N, Tounueckuit C Wi Wom

Bce xapakTepuCTUKH HEMPOHOB reTepOTreHHOU
HEUPOHHON CHCTEMBI MOXHO MPEICTABUTH B BHUIIE
Tabn. 1. Kaxpgas cTpoka ONMUCHIBaET XapaKTepu-
cTUKH OomHOTO Heiipona. IlepBrrit cronberr comep-
KHUT HICHTU(PUKATOPH HEHPOHOB, BTOPOH — HX
TUMBI U Tiepuoabl 1; A OCUHMIUISTOPHBIX HEHpPO-
HOB. TpeTwnii crondern coaep UT HASHTHPUKATOPHI
TPAaHCMHUTTEPOB, KOTOPHIE BBIOPACHIBACT KayKIBINA
HelipoH. B mocnenHux m cronluax mnpuBeaeHa
MaTpuia BecoB W. Ham kaxapiM cTonOIoM Mmoka-
3aH UACHTU(DUKATOP TPAHCMHUTTEPA: Cy, ... ,Crp-

BHekJjierounoe mnpocTpancTBo. CocTosHUE
BKII B MOMEHT ¢ mpencTaBisieTCs BEKTOPOM
X(O) = (10, ..., xu(9), THE X(0), i = 1, ..., n, —
JIBOMYHAs NIEpeMeHHasl, O3Havyaromas HaJudue Win
OTCYTCTBHME TPAaHCMUTTEpA ¢; B MOMEHT ¢. [IpaBuina
n3MeHeHUsT X(f) BO BpeMEHH SIBISIOTCS YacThIO
mpaBul  (PYHKIMOHUPOBAHHUS BCEH CHCTEMBI S,
OTIHCHIBAEMBIX HUXKE.

3.3. MpaBuna pyHKLUMOHMPOBAHUA CUCTEMbI S

[Ipennaraemast MoZieb HEHPOHA CTPOHUTCS Kak
00001IeHre TPaTuMOHHOTO (POPMaIbHOTO HEHpo-
Ha. B wacTHOCTH, coxpaHsieTcss moporoBas ¢opma
yIpaBleHHusT aKTHBHOCTBIO HeWpoHa. OIHAKO BHI
9TON (GopMBI ycioxkHseTcs. [l KilacCH4ecKoro
(hopMaNbHOTO HEWpPOHA JOCTATOYHO UMETHh IMOPO-
roBoe TpaBmwiIo Bo3OyxacHws (1): mpm CHATHH
BHCUIHECT'O B036Y)K)Z[GHI/IH HeﬁpOH AaBTOMAaTU4YCCKU
CTaHOBUTCS MACCUBHBIM, M CHEIMAIBLHOTO TOPMO-
JKeHUs He TpeOyeTcs. B Hamieil THONOTHN aKTHB-
HOCTH €My cooTBeTcTByeT Tuill 3. OcraabHbIC
HEHPOHBI DHJIOTEHHO AKTHUBHBI: OHU COXPAaHSIOT
aKTUBHOCTb TIOCJI€ CHATHSA BO30YKTAIOIIMX BO3-
nercTBui. J{s mpephIBaHus WX aKTHBHOCTH HEOO-
XOOAUMO TOPMOKECHHUC. EcrecTBenno cyuTaTrb, 4TO
JIEHCTBHE TOPMOXKCHUS TOXKE JIOJDKHO IMOTYUHSTH-
Csl IOPOTOBOMY TIPaBWITy. DTO NMPHUBOAMT K BBeIe-
HHUIO IBYX NOPOTroB JJiA HelipoHa N; — mopora Bo3-
Oyxnenus Py, mopora TOpMOXKeHUS Py U IBYX
COOTBETCTBYIOIINX MOPOTOBBIX MPABHII.

OyHKINOHUPOBAHWE  OIPENENICHHBIX  BBIIIE
HEHPOHOB OyJIeM OMUCHIBATHL B TEPMUHAX KOHEU-
HBIX aBTOMaToB. J[nsi Oollee KOMITAKTHOTO TIpen-

CTaBJICHUS TAaKUX ABTOMATOB BOCIHOJIB3YEMCS YIO-
MSHYTBIM B pazziene 2.2 NOHATHEM (QYHKIHU aKTH-
Barmu [64], momonHUB ero (hyHKIHEeH TOPMOKEHHUS.
B nanHOif MOjenM HEMPOH Ha TakTe ¢ pearupyer Ha
TPAHCMUTTEPBI, KOTOpbIe pucyTcTBOBAIM B BKII Ha
npensiaynieM Takte f-1. st HefipoHa N; GyHKUus
aKTHBAIH Z){f) OTIpeAeNseTcs KaK:

1, ecin z wyx;(t-1)2 B,
j=1

z;(0) = > (2)
0 unage
a QYHKIHUS TOPMOXKEHUS ZoA) — Kak:
Lecmu » w,x:(t-1)<F;
Z()l'(t) — ; y~J 0 ) (3)

0 mHaue

3neck xj, [ =1, ..., m, — KOMIOHEHTBI COCTOS-
Hust BKII, koTopble SBISIOTCS BXOAAMH (QYHKIHHA
(2) u (3). Ilpu sTom st moOBIX i Beeraa Py < 0,
Py;> 0, mosTOMY 17151 HEKOTOPBIX ¢ BO3MOKHO z1,(1)
= zo/(#) = 0; HanPOTUB, PaBEHCTBO z1(f) = zof) = 1
HEBO3MOJKHO HU JJIS KaKUX 7.

OYHKIMOHUPOBAHUE HEMpPOHA NV; onpenensieTcs
C TIOMOTITBIO IBYX PYHKITHH z(Z), zo(f) 1 KOHETHOTO
aBTOMaTa, BXOJAAMHU KOTOPOTO SIBISIOTCS BBIXOMBI
9TUX (YHKLUHUH, IpUYeM BHJ 3TOTO aBTOMAaTa 3aBU-
CUT OT THUIIAa aKTUBHOCTH NN;. BrIX0j y Bcex Helpo-
HOB OJMH: IBOWYHBIA BBIXOX ); ¥ =1 o3Hadaer,
YTO HEMpPOH aKTHBEH U BBIIEISIET TPAHCMUTTED,
yKa3aHHbIA B BekTope D. VHaekc i B nanpHenem
OIMCAaHUH OITyCKAEM.

1. Ocyunnamop. JInd 3TOrO TUMAa aKTUBHOCTH
HYXXHa TOIBKO (YHKIHMS TOPMOXEHUs zo(f), TIO-
CKOJIbKY aKkTHBHpYeTcsi OH caM. COOTBETCTBYIOLINIA
aBTOMAT MMEeT J1Ba BXOJHBIX CUTHaJA (JIBa 3HAUEHMS
zo(f)) 1 OMH ABOWYHBIN BBIXOA Y. UHCIO COCTOSHUIMA
paBHo T + 1, rne 7 — AnvHa UK oCIULIAIMY. B
Tabsn. 2 moka3aHbl Mepexo/bl aBTOMaTa OCLUILINPY-
roliero HelipoHna. Kaxkiast cTpoka cCOOTBETCTBYET OJ1-
HOMY COCTOSHMIO. SJUeiikM CTpPOKH 3aaloT IMOBEIe-
HHE HEWpOHA B ATOM COCTOSTHHM TIPH Pa3lINYHBIX
Bxogax. IlepBeIit anemMeHT sueliku 0003HaYaeT HOBOE
COCTOSIHME, B KOTOpOE IepeieT HepoH, BTOPOH —
ero BeIxoA. Hampumep, mocnenHss cTpoka YUTaeTCs
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Tabmn. 2. Ilepexomsl aBTOMaTa
OCIIWJUTUPYIOLIETO HEUPOHA

Cocrostnne Bxon
zZo= 0 zZo= 1
So Sl,y:() S],y:()
Si 52, =0 55, 1=0
ST S0,y =1 s, y=0

TaK: eCJIM HEHPOH HAXOMUTCS B COCTOSHUH ST, TO TIPH
curHaie zo = 0 OH mepeiieT B COCTOSIHUE Sy U aKTH-
BUPYETCS, a MPU TOPMO3SILIEM CHTHAIE Zg = | OH
OCTaHETCS B COCTOSHUU St U OyAeT IMacCHUBHBIM.
Ecm zy = 0, renepupyercs muxn 0...010...010...
Ecmu zp =1, To (£) = 0.

2. Tonuueckuil HetipoH. AKTUBEH IOCTOSIHHO,
€CIM €ro HE TOPMO3SIT. DTO KOMOWHAITMOHHBIHA
(Oe3 mamsATH) aBTOMAT C JABYMS BXOJHBIMU CUTHA-
namu zo = 0 u zp= 1, OTHUM BBIXOJOM ) U OJHUM
COCTOSTHHEM:

Wt + 1) == zo).

3. Monuawuii netipon: y{(f)=1, ecnu HET Top-
MOJKEHUS U ecTh BO30yxaeHne. KoMOuHamoHHbI#H
(6e3 mamsATH) aBTOMAT C IBYMS BXOJaMH Z, zZ|, OJI-
HUM BBIXOJIOM y ¥ OJIHUM COCTOSIHUEM:

Wt + 1) = —zo(D)z1(D).

Takum 00pasoM, eciM B TPaJAULHOHHOM
HeHpOHE TOPMOXKEHHME — 9TO BCEro IHMIIb OTCYT-
CTBUE BO30YKIEHHUs, TO HAIMYME SHIOTEHHOH aK-
THBHOCTH B HEHpOHAaxX TpeOyeT BBECTH TOPMOKE-
HUe KaK HOBYIO CYIHOCTh, KOTOpas HMEET CBOU
COOCTBEHHBIE XaPaKTEPMCTHKM: HOPOT TOPMOJKe-
Hust Py 1 QYHKIMIO TOPMOKEHUS 2.

BexTop X(¢) cocrosaus BKII oOHoOBIsieTcst o
MpaBUITy:

n
5O = yOId =), @
i=1
rae /(e) — unauKaTopHas GpyHKUMA: paBHa 1, ecnu
apryMeHT UCTUHHBIN U 0, eCiM JTOKHBIH.

Ota hopmyna o3HadaeT, uto BKII oOHOBIIsSIETCS
KKIBIM TaKT U SBISIETCS CYMMOW BCEX BHEIOPOCOB
Ha 3ToM ke Takrte. llpaBuio (4) cnpaBeminBo
TOJILKO B aBTOHOMHOM PEXHMeE, T.€. IPU YCIIOBHH,
YTO BHEIIHUX IIOCTYIJICHUII TPaHCMUTTEPOB B
BKII wer. B mpotuBHOM ciyuyae B (opmyny (4)
3TH NOCTYIUICHUSI HAI0 JOOABHTb.

3.4. CeTb, Nnopoxagaemas MOaenbHo

OnucaHHyl0 MOJETh MOXKHO IpPEICTaBUTH Ce-
ThIO, MOKa3aHHY Ha Puc. 6, a, B y31max KoTopoil
HaXOAATCA HEHPOHBI CO CIOTaMH, a BCE B3aUMO-
nercteusa npoucxonar depes BKII: cymectByroT
TOJIBKO CBSI3M OT BBIXOZOB HelpoHoB Kk BKII (BBI-
JIeJIeHHue TpaHCMUTTepoB HelipoHamu) u ot BKII
CJI0TaM HEeWpoHOB (TmpueM TpancMutTepoB u3 BKII
peuenTopaMu HEHPOHOB).

Kaxnprii nH(MOPMAMOHHO-3HAYUMBIA B 3TOH
CeTH THIT (pUIIeK (THUI, K KOTOPOMY UMEIOTCS CJIO-
ThI) MOXET BBIICIHUTH CBOIO TojceTh. Ha Puc. 6, 6
nokasano, kak Hammuue B BKII ¢umek ogHoro uge-
Ta BBIIENACT MOJCETh W3 HEWPOHOB, y KOTOPBIX
HMEIOTCS TUTI0C-CIIOTHI TOTO ke 1iBeTa. HellpoHsl, He
HMMEIOIINE CIOTOB 3TOro nBera (Heiponsl 4 u 7),
WIA WMEIOUIMEe MHHYC-CIOTBI TOrO JK€ IIBETa
(aetipoHsl 2 1 3), «MOJTIaTy.

Puc. 6. ®opmansusie Heipons! 1 BKII (a)
AXTHBAIMSI TOJCETH OTACIBHBIM TUTIOM (uiek (0)
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Neuron 1 - oscillator (T=1)

1 2 3 4 5 6 7 8 9 10 11 12 13 14 15 16 17
Neuron 2 - follower

1 2 3 4 5 6 7 8 9 10 11 12 13 14 15 16 17
Transmitter 1

ITNNNENNNN]

1 2 3 4 5 6 7 8 9 10 11 12 13 14 15 16 17
Transmitter 2

12 3 4 5 6 7 8 9 10 11 12 13 14 15 16 17

time

Puc. 7. 'ereparop u3 1ByX HEHPOHOB: OCHMILIATOP (TIepuo = 1) + Momgamuii HelpoH

4. Mpumepsbl
4.1. MocTtpoeHue aByxdasHoro putma

OnuH U3 BO3MOXKHBIX MEXaHM3MOB T€HEpaIluu
IByX(a3HOTO pHUTMa 3aKIIOYAeTCS B COCIUHEHUU
OCIHMJUISITOPHOTO HepoHa Nj ¢ MoJYallliM HeWpo-
HOM N,. OCHMIIATOPHBI HEWPOH 33JaeT PUTM
(pacemaker), a MOTYAIIUI alanTUPYETCs MO €ro
gactory (follower). Ha Pumc.7 mokazana cxema
B3aUMO/JICHCTBUSI HEHPOHOB U T'€HEPUPYEMBIN ce-
TBIO PUTM.

4.2. TpexcpasHbIi reHepaTop

OmHMM W3 W3BECTHBIX MOJIENBHBIX MPHUMEPOB
JUIsL MCCIIEZIOBAaHUSI TEHEPATOPOB NMATTEPHOB SIBIISI-
eTCsl TUIIEBOH TeHepaTop yiuTKH Lymnaea [38].
PutMm reneparopa 3agaeTrcsi TpeMs HEWpOHAMH,
KaKABIH U3 KOTOPHIX OTBEYAET 3a pa3Hble CTaIUuU
mpouecca 3aruarbiBaHus nuiy. OmnucaHue 3TOro
puT™Ma B Mojieni XOJKKUHA — XaKCIIA IPUBOAUT K
PEIICHUI0 CHCTEMBI OIHOPOAHBIX IU(epeHIIn-
aJbHBIX YpPaBHEHUM ¢ 38 HEM3BECTHBIMU. 3JE€Ch MBI
BOCTIpOM3BEAEM Tpex(aszHblii PUTM CpeICTBaMHU
JIUCKPETHON MOJIEIIH.

PaccmoTpum Tpu HeiipoHa N, N,, N3, Kaxabli
13 KOTOPBIX CEKPETHUPYET CBOM TpaHCMHUTTED: a, b
U c. bynem Ha3bIBaTh 3TH TPAHCMUTTEPHI MPAHC-
mummepamu ghazvl. PaccMOTpUM IBE MOJA3a1a4H.

Mon3zagaua 1. [loctpouts Ha HellpoHax N, N,
N5 Tpexdaszubiii UK Ni-N>-Nj-..., COXpaHSIOMIHMA
AKTUBHOCTb B OTCYTCTBHU BHEIIHUX BO3JIEHCTBHI.

IMoa3amaua 2. OcTaHoBKa IUKJIIA aKTUBHOCTELIO
HeiipoHa N;. JlomkeH moiaydutbesi put™ 3-3-3-...,
YTO COOTBETCTBYET COCTOSIHHIO HACBHIIIEHHUS, KOTIa
MUIIEBas aKTUBHOCTH OCTAHOBIICHA.

PaccmoTpuM mepByro U3 monazanad. 3amalum
THIBI HEHpoHOB. HelipoHbl N; u N; — ocuuiuiAro-
pbl, HEUpOH N, — Monyamui. XapakTEpPUCTUKU
HelipoHOB mpuBeneHbl B Tabx. 3. OTmeTHM, 4TO
MOJIEJIBHBIE THIBI HEHPOHOB B T€HEPATOPE MOTYT
HE COOTBETCTBOBATH OMOJIOTMYECKOMY T€HEPaTOpYy.
3nece MBI IBITa€MCS  TOJIBKO BOCIPOM3BECTH
HaOJII0aeMOe B DKCIIEPUMEHTAaX IOBEICHHE C
MOMOINIBIO TUCKPETHON MOJeNu C BHECHHAITHYe-
CKUMH B3aumojeiictBuaMu. [IporpaMmMHas peanu-
3alMsd MOJENN U PacCMOTPEHHBIE NMPUMEPHI HAXO-
JIATCSI B OTKPBITOM AOCTyTIe [74].

Ha Puc. 8, a npencrapieHsl Bce B3aUMOACHCTBUSA
yepe3 BKII; Ha Puc. 8,0 Ta ke cxema B3aumoseii-
CTBUM H300pa)KeHa B MKECTKUX CBSI3AX UL IPOCTOTHI
Boctipusitusa. Ha Puc. 9 mokazan purm 1-2-3, rewne-
pupyeMblii TpeMsi HevipoHamu [38]. OTMeTuM, 4ToO,
XOTsI TIEPBBIE TAKThl PUTMA 3aBHUCAT OT HAYaJIBHOTO
COCTOSIHUSI HEHPOHOB, HAYMHAs C HEKOTOPOTO TaKTa,
TEHepaTop BOCIIPOM3BOAUT pUTM 1-2-3 He3aBHCHMO
OT Ha4aIbHOTO COCTOSTHHSI.

Tab6u.3. XapakTepucTHKH HEWPOHOB TpexdazHoro reHeparopa

Heiipon Tun akTuBHocTH | BoIX0 a Peuengopbl c
N, Ocummsatop, T =2 a 0 -1 -1
N, Morganmi +1 0 0
N; Ocuuiarop, T=3 c -1 -1 0
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0)

Puc. 8. B3anmMoaelcTBys TpeX HEHPOHOB Yepe3 BHYTPUKIETOYHOE IPOCTPAHCTRO (a)
Cxemarudeckoe MpeICTaBICHAE 3TUX B3aNMOICHCTBHH B BHIe pedep rpada (0)

l,[,l_’ MDD

N, ,'"'l "\

Mlllllll

a)
Puc. 9. Put™m N]'NQ'N}'. .

Neuron 1 - oscillator (T=3)

1 T —— —— — T
N DN NN M
1.2 3 4 5 6 7 8 9 10 11 12 13 14 15 16 17
Neuron 2 - follower
1' T ‘.‘ — — T T — ‘
1.2 3 4 5 6 7 8 9 10 11 12 13 14 15 16 17
Neuron 3 - oscillator (T=2)

1 T T — —— —
N ]
1.2 3 4 5 6 7 8 9 10 11 12 13 14 15 16 17
Transmitter A
(B M M N 1
1.2 3 4 5 6 7 8 9 10 11 12 13 14 15 16 17
Transmitter B
(N NS DS D
1.2 3 4 5 6 7 8 9 10 11 12 13 14 15 16 17
Transmitter C
NN B DN NN e
1.2 3 4 5 6 7 8 9 10 11 12 13 14 15 16 17

time

0)

MUIIEBOT0 reHepaTopa g pa3H0171 HaYaJIbHOI aKTUBHOCTH HeﬁpOHOB

a) — TOJTyYeHHBIN HEeNpephIBHON MoAembio u3 [38]
0) — TMOJYYEHHBIN AUCKPETHOW MOJEIBIO

4.3. OcTaHoBKa Tpex¢azHOro puTma

OmHUM W3 THNHYHBIX BApHAHTOB PaOOTHI reHe-
paTopa sBJIIE€TCS PUTM, KOIla TPETUH HEHPOH ak-
THUBEH MOCTOSHHO, MOJABISS aKTUBHOCTh Ny U N,.
Jng moirydeHus: Takoro puUTMa HEOOXOTUMO CO-
KpaTuTh MEpUOA NEpe3apsiKu TPETHEro HEeUpoHa
IO HyJIsI, YTO (DAaKTHYECKH, MPEBpaIlacT ero B TO-
HU4YecKkuil HeWpoH. Takoe BO3IEHCTBUE MOXKET
OBITh OKa3aHO BHEIIHUM MOIYJIUPYIOIMIMM TpaHC-
MUTTEPOM. B 1aHHON cTaThe MOLYJIHPYIOIIHE BO3-
neiictBus eie He (Gopmanu3oBanbl. [Ipumep mpo-
CTO TOKAa3bIBAE€T MPUHUUIMHUAIBHYI0 BO3MOXHOCTb
TakOW NEPECTPOMKM T'eHepaTopa U JAeT NajbHEH-
miee HampaslieHue pasButus mojenu. Ha Puc. 10
MOKAa3aH PUTM C OCTAHOBJICHHBIM LUKJIOM [38].

3aknouyeHue

OmrcanHas MOJIEIh MPEACTABISIET cCOO0H Mak-
CHUMAaJIbHOE YIPOIEHHE MEXaHU3MOB XUMHUECKOTO
B3aUMOJECHUCTBUs HEUPOHOB. JlanbHeliee ee pac-
HIMPEHUE TIAHUPYETCsI IPOU3BOAUTH Cpasy IO He-
CKOJIbKUM HAaNpaBJICHUAM: Y4eT KOHIEHTpPAILUH
TpancmutTepoB B BKII, BBeneHUE HETpUBUAIBHO-
ro (Oonpllie YeM OAWH TaKT) BPEMEHHU XU3HU (u-
IIEeK, BBEACHIE MOIYIHPYIONUX 3P (HEKTOB HEHpO-
TPaHCMUTTEPOB, 00aBJIEHHE THUIIOB AKTUBHOCTHU
HEUPOHOB.

1. Heiipobronoruieckue GhakTbl TOBOPAT O TOM,
YTO pa3IMuHbIE YPOBHU KOHLIEHTPAIIMA TPAHCMHUTTE-
pPOB MOTYT TMO-pa3HOMY BIMATh Ha IOBEACHHE
HelipoHHOro aHcamOsis. OnucaHHast MOZIENb 3TOTO He
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Ny

a)

Neuron 1 - oscillator (T=3)

m T
12 3 4 5 6 7 8 9 10 11 12 13 14 15 16 17
Neuron 2 - follower
L. ]
3 4 5 6 7 8 9 10 11 12 13 14 15 16 17

Neuron 3 - tonic (T=0)

S e I I T TTTTITTIIN
01234567891011121314151617
Transmitter A
— —— —T— ——
12 3 4 5 6 7 8 9 10 11 12 13 14 15 16 17

Transmitter B
T T T T
4 5 6 7 8 9 10 11 12 13 14 15 16 17
Transmitter C
S B T [T T T TTTTI N
01234567891011121314151617
time

6)

Puc. 10. OcraHoBka Tpex}a3HOro MuKia reHeparopa

a) — OCTaHOBJICHHBIN PUTM, HEMPOH /N3 MOJIaBIIsieT aKTUBHOCTH N}, HEHpOH N, He MToKa3aH
0) — OCTAaHOBJICHHBII PUTM B TUCKPETHOW MOZIETH, HEHPOH N; NeiicTByeT Kak TOHWIEeCKHUI

yuuTbiBaeT. OFHAaKO NpPECTaBICHUE TPaHCMHUTTEpA
KaK MHOXKECTBa (DHIIEK, KOTOPbIC BBIACISAIOTCS OJ-
HUMH HEHpOHAaMH M 3aXBaTbIBAIOTCA PELECNTOPaMHU
JPYTHX HEHPOHOB, JaeT XOPOIIHE BO3ZMOXKHOCTH IS
MOJIENTMPOBaHU ypOBHEH KOHLEeHTparmu. OHO 1o3-
BOJISIET KOJIMYECTBEHHO XapaKTEPU30BaTh MOIIHOCTh
BBIOpOCAa TPAaHCMHUTTEPOB Pa3HBIMH HEWPOHAMH H,
COOTBETCTBEHHO, 00beM TpaHcmutTepoB B BKII B
TeKyIMH MOMEHT. OIMH | TOT 7K€ TPAaHCMUTTED NPH
Pa3HBIX KOHLEHTPALMSIX MOXKET BO30YIUTH pa3HOe
YHCJIO HEWPOHOB, UTO MPOSIBUTCA B PA3IUYHOM I10-
BEJICHUH aHCaMOIIs.

2. Ilpu GONBIION KOHIIEHTPAIMH ITOCJIC HACHI-
IIEHHS BCEX PELENTOPOB YacTh (pUIEeK OcTaeTcs B
BKII «ne BoctpeboBanHOW». Hamo Oynmer pemats
BOIIPOC O BPEMEHM XM3HH TakuX (UILEK; OT Mpu-
HATOTO YIPOIIEHUS O TOM, YTO TPAHCMHUTTEp, IO-
naBmmi B BKII, cymecTByer B HEM pOBHO OJMH
TaKT, IPUAETCA OTKa3aThCsl.

3. Kpome BO30YyXIeHUS U TOPMOKEHUS B OHO-
JIOTHYECKUX CETSIX TPAHCMUTTEPHI POU3BOIAT PSII
JIPYTHX BO3JeicTBUI Ha HelWpoHBL. B mMomenn Oy-
IIyT MOOABJICHBI OCHOBHBIC MOIYJIUpPYIOIMHE -
(EeKTBI: U3MCHEHUE THIIA DJICKTPUIECKON aKTHBHO-
CTH HelpoHa (HampuMep, TOHMYECKHH HEHpOH
MOXeET CTaTh OCUMJIISITOPHBIM) M H3MEHEHUE OTBe-
Ta HEHpOHa Ha Jpyrue TpaHCMUTTEpHL. JJs 3Toro
B MOZEJb OyZeT BBeleH TPETHH THII CIIOTOB — Me-
TaOOTPOIHBIC CIIOTHI, BO3ACHCTBHE Ha KOTOPBIE
TEeM WJIH UHBIM 00pa3oM OyeT W3MEHSATh XapaKTe-
PHUCTUKHU HEHpOHa, TpelicTaBIeHHbIe B Taom. 1.

4. Ilnanupyercst no0aBUTH B MOAENb NIAMO-
6blll Helipow, padoTatonuii kak tpurrep. Ero mem-
OpaHHBI TIOTCHIIMAT WMEET [Ba CTaOWMIIBHBIX
YPOBHS M MOJKET IEPEeKIIoUaThCsl C OJHOrO Ha
JOpYyTOil MPHU COOTBETCTBYIOIIMX BHEIIHUX BO3ZICH-
crBusax. llo-Bunumomy, mpu aBTOMAaTHOM OIMCa-
HUM TUIATOBOTO HEWpOHA JTUM JBYM YPOBHSM
JOJDKHBI COOTBETCTBOBATH /1B PAa3HBIX COCTOSHHS
aBTOMATA.
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Discrete modeling of neuronal interactions in multi-neurotransmitter networks
N. Bazenkov, D. Vorontsov, V. Dyakonova, L. Zhilyakova, 1. Zakharov, O. Kuznetsov, S. Kulivets,
D. Sakharov

Abstract. The paper presents a discrete model of nonsynaptic interactions between neurons of different
transmitter phenotypes. The absence of synapses is aimed to demonstrate the importance of heterochemi-
cal interactions in the nervous system. In this model, all communications within the ensemble are broad-
cast: a neuron releases its specific neurotransmitter, and the signal can be received by every other neuron
if the latter is sensitive to this neurotransmitter. The model simulates the generation by natural neuronal
ensembles of a temporal pattern of output activity, and is aimed to explain the ability to rapidly reconfig-
ure the pattern. Neurons are described as finite-state machines. We discuss and justify the choice of the
discrete mathematical framework for modeling the heterochemical interactions in neuronal networks.
Keywords: discrete dynamics, heterochemical neuronal system, neurotransmitters, neuromodulation
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