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ACUHXPOHHbIE OUCKPETHbIE
MOLOEJIU

O.I1. Ky3HenoB



1. Haw npoekT n ero bmonornyeckmne oCHoOBaHUA

2. IncKkpeTHaa aCMHXpPOHHaAA MoAaenb
MYJFLTUTPAHCMUTTEPHbLIX B3aUMOAEUCTBUN
—  OcHoOBHble onpeaeneHns
—  ACUHXPOHHOE Bpem4
— [lapameTpbl mogenu
— ,D,I/IHaMI/IKa Moaesrin — BblHncrieHmne nopegeHud

3. Hebnonornyeckmne ob6oo6LWeHnA. AHann3 peneprtyapa
noseaeHUMN.
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WOHHbIN KAHAN

MembpaHa HeMpoHa - NorpaHnUYHbIN CNon, OTAENSOWMIA TENO HENPOHA
OT BHEKNETOYHOro npoctpaHcTea. OH COaepXXUT MOHHbIE KaHarbl,
KOTOPbl€ MOryT OTKPbIBATbCS N 3aKpbiBaTbCA B 3aBUCUMOCTU OT BHELLUHMX
BO34eNCTBUN. TOKN, BO3HMKaOLWME MNPU OTKPLITUM MOHHbLIX KaHaros,
N3MEHSIOT Pa3HOCTb MNOTeHUMANoB MeXay Hapy>XHOW N BHYTPEHHEN
NOBEPXHOCTbIO MEMOpaHbI.



MOLENN BUONTOTUYECKUX HEUPOHOB

Hackonbko CrnoXXHown gosmkHa 6bITb Moaesb, YToObl agekBaTHO ONMCbIBaTb NoOBeAEHNE HEMPOHA?
[1Ba B3rnsga Ha agekBaTHOCTb: (PU3nNdeckuim u MHPOpPMaLMOHHBIN.

B cyuwlecTByowmnx moaensx AOMUHUPYeT pusndeckumn B3rnsg. AT MoAenn OpUeHTMPOBaHbI Ha
afeKkBaTHoe ornMcaHue aNekTpoanHaMmnyecKkmnx npoueccos B HempoHe. COOTBETCTBYHOLLUMN
MareMaTu4eCcKnin annapar — cuctembl guddepeHumanbHbIX YpaBHEHNUN.

NHdpopMaunoHHbIn B3rNs4 (YpOBEHb Nepeaayn cMrHanoB) NpeacTtaBrieH CrMWKOM 6eaHbIMK
MoaenamMmmn Tuna HempoHa Makkannoka-I1lnTrca n ncnosnb3yeTcs B OCHOBHOM B UCKYCCTBEHHbIX
HENPOHHbIX CETSIX.
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MOLENTN BUONOTMYECKUX HEPBHbIX CETEU

1. CnoXxHble moaenv HEMPOHOB — Marble CeTu.

[eTtanbHoe onucaHne anekTpoanHaMmn4eckux MexaHM3mMos.

2. lNMpocTble Moaenn HeMPOHOB — bonbLUME CEeTHU.

[Tonynaunm HEMPOHOB NPU NPOCTbIX MOAENAX CBA3HOCTM — MOSHbIN
rpadp, cnyyYamHbln rpa m T.4.

3. KOHHEKTOM: MO3r KaK CJioXXKHasf ceTb (rpad ¢ YNCNOM BepLUnH > 10°).
KOHHEKTOMOM, N0 aHasiorMm ¢ reHOMOM, Ha3bIBalOT MNOSTHYIO CTPYKTYPY
cBdA3en B HepBHOW cuctemMme. BriepBble MomnHbIN KOHHEKTOM BObin onnucaH
ana vyepsa C. elegans , y KOToporo HacuuTbiBaeTcs Bcero 302 HenmpoHa.
B yenoBeveckom e Mo3are obLiee Yncrno HempoHoB - okoro 100
MUINUapLos.



KoHuenumus KOHHEKTOMA NoKa He SBMAEeTCA MOAErnbio B MateMaTU4eCKOM
CMbICSIE CII0Ba, a NULb 0603Ha4aeT pamku byaywen mogenn. OHa onupaeTcs
Ha CUCTEMY MOHSATUN TEOPUN CITIOXKHbIX CETEN, ONUCbIBAOLLYIO rnobdanbHble
(ycpeOHEHHbIE) XapaKTEPUCTUKN CETHU:

* k- cpenHsis cteneHb BEPLUMHDI;

L — cpeaHss (xapakTtepuctmyeckas) afvHa nyTu;
pacnpeneneHne CTeneHen BepLUnH;

C — Koo (pULUMEHT Knactepusaumu,

*  Xabbl — BEPLWWMHbI CETU C HANDOMbLUNMWN CTEMEHSMM.
OTaernbHble HEMPOHbI B TAaKOW MOAESNN OTCYTCTBYIOT.




Pa3Hble noaxoabl K MOAENIMPOBAHUIO HEPBHbIX
cucrTem

KOHHeKunoHn3m (bonblune ogHOpPOAHLIE CeTH)

[To4TK BCe M3BECTHbLIE MOLENN — OT UCKYCCTBEHHbIX HEMPOHHbLIX ceTen 0

CTPYKTYPHOW KOHHEKTOMUKN - OObeanHSET naesa «npoBOSsIOYHOrO Mo3ra,

npeacTaBnAloLLLas MO3I Kak 9N1eKTPUYECKYH CeTb C XeCTKO 3aaHHOM

Tononornen, odbpasoBaHHOW «NpoBOAaMn» (akCOHaMM), COEANHSOLWMMU

NPOCTbIE 3NIEMEHTLI (HENMPOHbI), MPUYEM BCE HEMPOHbLI OOMHAKOBHI.

- Cxema npoBOAHbIX COEANHEHUN OQHOPOAHbLIX 311IEMEHTOB HEQOCTaTO4YHa
ONn4a NOHUMaHNA NoBedeHnsa gaxe NpocTbix opraHn3mos [Bargmann 2012]

HenpoTtpaHCcMUTTEpPHbIE B3aMMOOEUCTBUA

PYHKUMOHMPOBAHNE HEPBHOM CUCTEMBI OMUCHIBAETCS C MOMOLLIbIO
KOMBMHaLUNWU HENPOTPAHCMUTTEPHbLIX B3aUMOAENCTBUN

+ HeogHOKpaTHO NOATBEPXKAEHO 3KCNepuMeHTaMum

+ BO3MOXHOCTb MOAenMpoBaHUsa HEMPOMOAYALUUN, yYeTa
TPaHCMUTTEPHOWU CneumngprUYHOCTN HENPOHOB, etc.

- HeT mopenu, aHanorn4yHomn moaenu Makkannoka-l1uTrca,
NO3BONAKOLLEN OTpaXaTb MHPOPMALMOHHYO CTOPOHY
TPaHCMUTTEPHbIX B3aMOLEWUCTBUMN.

Bargmann C.I. “Beyond the connectome How neuromodulators shape neural circuits”. Bioessays 34. 458-465. 2012 3



Ponb HEMPOTPAHCMUTTEPOB B Nepeaaye U
obpaboTke HPoOpMmaLuun

YTO M3BECTHO O PO/IN HEMPOTPAHMMUTTEPOB B Nepeaayde n obpaboTke
MHPopMaLmnn?

TpaANLUMNOHHO CYMTAETCS, YTO UX PO/Ib 3aKNtOYaETCA B obecneyeHnm
CMHANTMYEeCKOM nepenaym CUrHasoB Yepes CUHANTUYECKYIO LLLEeb.

)




Ponb HeMpOTPaHCMUTTEPOB B Nepeaaye U
obpaboTke UHPOpMmaunu

HenpoHbl B3aMMOOENCTBYIOT KaK MOCPeaACTBOM CMHANCOB, TakK U NyTeMm
Aandcy3nm mornekyn u HeMPOaKTUBHbIX CYyOCTaHLUNA BO BHEKIIETOYHOM
npocTtpaHcTBe (ECS). Kpome Toro, HeMpoHbl BbIAENAT XMMUYECKMEe cybcTaHLnm
He TONbKO B MECTEe CBOMX CMHAMTUYECKNUX KOHTaKTOB, HO TaKxke n n3
BHECUHaNTU4ecKnx obnacrem csonx memopaH. Tak Kak rnvarbHble KINETKN He
NMEIOT CMHArCOB, UX CBA3b C HEMPOHAaMM OCYLLECTBIIAETCS TOSTbKO NyTEM
ondoy3nmm MOHOB U HENMPOAKTUBHBIX cybcTaHumn B ECS, 1 Ux Bblgada XMMN4ecKnx
CUrHasioB — TOSIbKO HecuHanTndeckas. CnegosaTesibHO, U HENMPOHbI, U MMnS
BbIAENAKT NOHbI, TPAHCMUTTEPLI N pasfindHble ApyrMe HeMpoaKTUBHbIE
cybcTaHuuun, KoTopble andpdyHampyoT B ECS 1 npucoeanHsaoTcs K
BHECUHANTNYECKNM, ODbIYHO CUITbHO POACTBEHHBLIM MecTaM, pasMeLLEHHbIM Ha
HenpoHax, akCoHax W rmuarsbHbIX KfieTkax. OTOT TUM BHECMHANTUYECKON nepenaym
Ha3blBaeTCHa Takke 06 beMHON nepegavyen (HEMPOAKTUBHBLIE CyDCTaHLNK
nepemeLLatoTca no scemy obremy ECS).

E.Sykova. Extrasynaptic volume transmission and diffusion parameters of the
extracellular space.

Neuroscience 129 (2004) 861-876



Ponb HEMPOTPAHCMUTTEPOB B Nnepegaye u

obpaboTke HPoOpMmaLuun

E.Sykova. Neuroscience 129 (2004) 861-876 JKcTpacMHanTU4YecKue
nepepgaTtoyHblie U AudPPy3sMoHHbIEe NapameTPbl BHEKETOYHOro
NPOCTPAHCTBA
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Ponb HeupoTpaHcMmUTTEpOB. Heupomoaynauus

[pyras BaxkHas posfib TPaHCMUTTEPOB — HEUPOMOAYNALMS.

ccnegoBaHnst aHaTOMUYECKM ONMMUCaHHbIX CETEN pakoobpasHbIX
n C.elegans nokasblBatoT, YTO aHamomu4yecKue ces3u
NpeacTaBnaAlnT cobOM MHOXKECTBO MomeHyuasbHbIX ces3el,
KOTOpble POPMUPYHOTCHA KOHTEKCTOM U BHYTPEHHUMMU
COCTOSIHUSIMW O51s1 CO34aHnA NyTen NOTOKOB MHpopMaunu.

KOHTEKCT 1 BHYTPEHHNE COCTOSHUA YacTo NpPeacTaBNsATCS
HempomMoaynsatopamu. TN MOAYNATOPLI CYLLECTBEHHO U3MEHSAIOT
KOMMNO3MLNIO HEMPOHHOM CETU, BOBIIEKasA HOBble HEUPOHbI N UCKNOYasd
NPEXHNX Y4aCTHUKOB.

Cornelia |I. Bargmann (2012). Beyond the connectome: How neuromodulators shape neural
circuits. BioEssays 34(6):458—-465.
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HALU NMPOEKT

YYaCTHUKM:
— nabopatopuai1l UMY PAH;

— nabopatopua Hempobuonorum passntmna MIHCTUTyTa duornormu
pa3sutna PAH.

CoBMeCTHbIN rpaHT POOU odun-m 17-29-07029.
Llenu npoekrTa:

a) paspaboTka maTemMaTU4ecKoro annapara ans AUCKPETHOro
MOAENNPOBAHUA MYNETUTPAHCMUTTEPHLIX (XMMNYECKUX)
B3aMMOOENCTBUN Mexay HeoaHOPOoaAHbIMU HEUPOHaAMU B
BMONoOrMyecknx HEPBHbIX CUCTEMAX;

6) akcnepumMeHTanbHasa npoBepka paspaboTaHHOro annapara Ha
pearibHbIX bnonornyecknx odbbekTax u popmynmpoBaHue
BMonornM4Yeckn 3Ha4YMMbIX rMNOTE3 C €ro UCMOSIb30BaHUEM.



HALLU NMPOEKT

MeTtoaonornyeckue nPpUHUMNDbI

1.

[OunckpeTHoe moaenMpoBaHne MHPopMaLMOHHO 3HaYMMbIX MPOLECCOB.

OnckpeTHble MeToabl MHPOPMATMKM U UCKYCCTBEHHOIO MHTEMNNEKTA
UFHOPUPYIOT MHOXECTBO JeTanemn, HeCYLLIECTBEHHbIX AN MOAENNPOBaHNS
MHPOPMAaLIMOHHBLIX NpoLeccoB (MOAOOHO TOMY, Kak NPy onucaHun
apXUTEKTYPbI KOMMbOTEPA M MPUHLNMNOB ero padoTbl MTHOPUPYHOTCS
hunsnyeckme mexaHmambl paboTbl €ro YMMNOB), U NOTOMY NMO3BONSAOT ONUCHIBATL
CTPYKTYPY U (PYHKLMOHMPOBAHNE JOCTATOYHO CIOXHbIX parMeHTOB HEPBHbIX
CUCTEM.

|_|pI/IHLI,I/II'I 9BOJTIOLUMOHHOIO KOHCepBaTnama.

OH yTBEpPXAaET, YTo Da30BbIE MEXaHU3Mbl HEPBHbLIX CUCTEM, CYLLECTBYOLWLME
B NPOCTbIX HEPBHbIX CUCTEMAX BECNO3BOHOUYHbLIX, COXPaHAKTCS B Npouecce
9BOMIOLUMN U TEM CaMbIM NPUCYTCTBYIOT B MO3re NO3BOHOYHbLIX M YerioBeKa.
MeHHO Brnarogapst 3ToMy NpuHUKMNY OblNn caenaHbl BCE OCHOBHbLIE OTKPbLITUS
HENPOMU3NONOrMN — OT OTKPLITUA [arnbBaHU ANIEKTPUYECKON aKTUBHOCTU A0
COBpPEeMEHHbIX paboT HobeneBcKnx fiaypeaTtoB XOMKKMHA, XaKcrn, JKKIca U
Kanpoens.



O6beKkT moaenmpoBaHuUA

MyAbTUTPAHCMUTTEPHAA HEUPOHHAA CUCTEMA:
S=<N, C, X(t)>

MHOKecTBO HEUPOHOB
N={Ng;...,N.}

MHOXeCcTBO TPAHCMUTTEPOB

C={cg,.....c,} C:@@O@O

C;C, C3Cy Ce

BHeKkneTouHoe npocTtpaHcTeo (BKM)

X(t) = (X,(D), ..., Xp(1))




O6beKT moaenmpoBaHuA

HenpoHHble B3anmoaencrems

HenpoHbl B3aMMOAENCTBYIOT, BbibpacbiBas TPAHCMUTTEPLI B
obuwee BKI n npuHumasna nx ns BKIT.

S=<N, C, X(t)>

BKN:
X(t) = (x1(D), Xx(t), X5(D))




O6beKT moaenmpoBaHuA

JHAOreHHaA akTUBHOCTb U TUNDI HEVIPOHOB

HelpoHbl 06/1a4at0T 0OAHMM U3 TPeX 3a4aHHbIX TUMOB aKTUBHOCTMU:
OCUUNAUPYIOWMIN, TOHNYECKNN U PEAKTUBHbLIN. KaXablK TUN MMEET CBOM 3aKOH
N3MeHeHna membpaHHOro NnoTeHUMana.

Ocuunnnarop

OCUUNNNPYIOWNIN, TN MAaYEeYHbIN
(bursting) HelpoH N, obnapaet
CNoCcOBHOCTbIO NEPUOANYECKH
reHepmMpoBaTb NAYKy CNANKOB.

PeakTtuBHbiK HenpoH (follower) [B°35V’“Ae““e1\

aKTUBMPYETCA TONIbKO 3a CYET BHELWHMNX
BO3OYyKAatoLWMX BO34ENCTBUI —

TOHUYECKNN HENPOH llll“ H' l“”“ “H

dKTUBEH NMNOCTOAHHO, €C/IN €0 HE TOPMO3AT




OcCHOBHbIe onpeaeneHus

Bxoabl HEMPOHOB

TOpPMO3HbIN peLenTop ] W11<O
1 €ro BeC W,

Bosbyxaatowwum
peuenTop v ero Bec w;

Bxoabl HelpoHOB

W = (W) num: W;€R — mMaTpuLia cymmapHLIX BECOB peLienTopos
HENpOoHa.

w;;> 0 — TpaHCMuUTTeEp C BO30yxxaaeT HenpoH N,
W;< 0 — TpaHCMMTTEp C; TOPMO3NUT HENPOH N,
W;=0 — TpaHCMUTTEp C; He BNUSET Ha HEUPOH N,



OcCHOBHbIe onpeaeneHus

BbIxoabl HEUPOHOB

TOpPMO3HbIN peLenTop ] W11<O

 ero Bec w;
d Tun BblOENAEMOro )

BoabyxaatoLumii 13 TpaHCMUTTEpa U

WHTEHCUBHOCTb

peLenTop 1 ero Bec w;
BblOpoca B eanHuLy

BpemeHm d; )

Bbixoabl HeMPOHOB

AKTMBHOCTbL HenpoHa N;3agaetca senuuuHon yi(t) € {0, 1};
yi(t) = 1 03Ha4aeT, 4YTO Ha TakTe t HEMPOH aKTUBEH,;
yi(t) = O o3Ha4aeT, 4YTO Ha TaKTe t HeMPOH NacCUBEH.

D = (dj)n.m — MaTprLa BbliAeNsieMbiX HEMPOHaMM TPAHCMUTTEPOB.
dj — ypoBEHb KOHLEHTpauUWu (fo3a) TpaHCMUTTEPA C; BbIAENSEMOro HEUPOHOM N;.
[pennonaraeTcs, YTO Ha NPOTSPKEHUN BbIOpOCa BeNuYMHa d; He MEHsIETCSI.



OcCHOBHbIe onpepeneHns

MembpaHHbI noTeHUMan

HelpoH N; umeetr membpaHHbIi noteHuman (M) Ui(t), KoTopbii
MOXeT nameHATbea B MHTepBane U, < U.(1) < U, ..

HelipoH B Mogenun aktueeH, ecnv seanymHa ero MMM U;i(t) He meHbLue
NnoporoBoro 3HayeHua P;, KoTopbii, Kak npasuao, meHbwe U; ..

MI1 n3meHAeTcA KakK 3a cyeT BHELWHUX BO34EeNCTBMIN, TaK M 3a CHET
BHYTPEHHUX MPOLLECCOB, MPOUCXOAALLNX B HEMPOHE.

3HaveHna U, .. 1 P; cneundunyHbl 4na Kaxaoro HeMpoHa.
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[MlapameTpbl moaenu

Bpemsa

Cnuctema PyHKUMOHUNPYET B HEMPEPbIBHOM 8peMeHU, B KOTOPOM
NponcxoaaT cobbimus.

Cobbimuem B cucTteme cYMTaeTca:

1) MOMEHT U3MEeHeHMA COCTOAHUA Ntoboro HeMmpoHa (nepexoa, u3
aKTUBHOIO COCTOAHUSA B MACCUBHOE U HA0OOPOT) wan usmeHeHus

ero sHAO0reHHOWN CKOpPOCTH,

2) noasneHue B BKI HOBOro TpaHCMUTTEPA AN AUCKPETHOE

N3MeHeHue KOHUEHTpaumu (BKito4Yan ncyesHoBeHue)
CYLLLECTBOBABLUEro TPAHCMUTTEPA.



[MlapameTpbl moaenu

CobbiTnA. TakTbl

CobbIimus — 3T0 TOYKM Ha HEMPEPLIBHOM LIKase BPEMEHMW.
JTa WKana pasbmeaetca cobbITUAMMN Ha OTPE3KM — MAKMubI.

paHuybl makmoe (ToYKM Ha WKane) nocnenosaTenbHO HymepytoTea ymcnamm 0, 1, 2, ... n
Ha3bIBAOTCA ANUCKPETHLIMU MOMEHTAMM BPEMEHM.

Homepa makmoe cosnagatoT C HOMEepPamMm MOMEHTOB MX Havana: TakT t—3To nHTepsan
Mmexay momeHTammn t nt + 1. BHyTpu TakTa cobbITUIM HE NPOUCXOAUT.

BHewHUM cocmosaHuem cucmembl 8 MOMeEHM t Ha3blBaeTCA BEKTOP

Z(t) = (Y(1), X(1)) = (y1(0), - Yn(1), Xq (1), ..., Xin(D)))-

BHympeHHUM cocmosHUem cucmembl 8 MOMEHM t Ha3bIBAaETCA BEKTOP
Q(t) = (Y(t), U(t), X(t)) = (y4(2), ..., Y,(t), Uy(t), .., Up(t), Xy(2), .., Xp(t))).

Nll I I ! I >
i :I 1 1 1 1 : :
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R ] ‘
I I I R
" [ T 1 L ; ”
0 Y 12 3 4 5 6 7 8



[MlapameTpbl moaenu

ONNTEeNnbHOCTb TAaKTOB

TaKTbl UMEIOT Pa3Hyto AAUHY (AUTENbHOCTb) B eAUHMLAX HENPEPbIBHOTO BPEMEHM.
AnutenbHOCTb TaKTa t 6ygem 0o603Hauatb t(t).

OnntenbHoCTy, UcnoJibsyemoie B moaesin, — 310 NONNOKNTENbHbIE PAaLUMNOHA/IbHbIE
Yncna.

MonoxkeHne momeHTa t Ha WKane HenpepbIBHOro BpemeHn o603Haumm vepes T(1).

T(t)= ir(i) +7(t)

HeTpygHo BnAaeThb, 4TO

T(H) = 70) + «(1) + 1)

N 1 S S
1 1 1 1
N, i !l - L
g ] ‘
1 1 -
N : o Lo L i g
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CtaTuyecKue napameTpbl moaenu

MHoxkecTBO HepoHoB N = {N, ..., N_}.
MHoxxecTtBo TpaHcMmuttepoB C = {Cy,...., C,}
Cratunyeckne (HensmeHsemble) napamMmeTpbl HempoHa N, i =1, ..., n:

[Mopor aktneauum P; .

MakcumarnbHbiv noTeHuman Ui ...

[MoTeHuman nokosa Uy,.

BenuunHa BbiOpoca (f03a nnun ypoBeHb KOHUEeHTpauum) d; TpaHCMUTTepa C;.

Bpems xusHu z; TpaHCMUTTEpPA C; NMOCIe OKOHYaHUs ero Belbpoca HEMPOHOM N;.
Beca peuentopoB w,.

AHAOreHHas ckopocTb pocTa vih > 0 (ckopocTb nogbema MM ot P; 4o U.,)-
OHporeHHasi ckopocTb pas3psaakm vil <0 (ckopocTb yobiBaHua MM ot U, Ao P).
JQHporeHHas ckopocTtb nageHus 00 < 0 (ckopocTtb yobiBaHua MIT ot P; go Uy).

en —
OHOOreHHas cKkopocCTb 3apsagkm Q1 > 0 (ckopocTtb nogvema MI1 ot U, oo Py).

Ven



ANHaMUKa ocuUNNATopa




[MlapameTpbl moaenu - CKOpocCTu

CkopocTtu

Y peakTMBHOIo HEMPOHA HET MONOXKUTENbHbIX 9HOOrEHHbIX CKopocTen — 6e3
BHELLHEero Bo3by)XaeHnst OH He aKTUBUPYETCS.

Y TOHW4YEeCcKoro HempoHa HeT oTpuLAaTENbHbIX 3HAOMEHHbIX CKOpOCTEN — 6e3
BHELUHEro TOPMOXXEHUSI OH OCTaeTCH aKTUBHbIM.

Y ocumnnaTtopa Bce 4 9HOOrEeHHbIX CKOPOCTU — HEHYIEBbLIE.

CyMmapHas ckopocTb Vi(t) nasmeHeHus Ml paBHa cymme OByX CKOPOCTEN —
9HOOreHHOW N BHELLHEW, KOoTopad nponopLumnoHansHa BHELLHEN cune
BO34encTBuA Si(1); B npumepe nonaraem KoagppuUUeHT
NPONOPLUNOHAsIbHOCTN paBHbIM 1.

HanpasneHue nameHeHuns MI1 (pocT nnu nageHue) onpenenseTcsa 3Hakom

vi(t).



ANHamun4yeckume napameTpbl moaenu

[OuHamnyeckne (BbluMCnsgseMble) napamMmeTpbl

CocTtoaHne HelpoHoB cuctembl Y (t) = (y,(t), ..., y,(t)

CoctogaHune BKI1 cuctembl (KOHUEHTpaAUMN TPAHCMUTTEPOB)
X(1) = (%y(t), s Xp(D)

Tekywunn noteHuman U (t). .

BHewHue cunbl Boaencteus  S; () = Zwijxj (t)

OcTaTouHbIN noTeHuunan AU(t). J=1

CyMMapHble CKOPOCTU U3MEeHeHUs noteHumnana vi(t).

OcraToyHble BpemeHa 7 (t) (Ans HEMPOHOB) 1 7,,(t) (ANS TPAHCMUTTEPOB).

OnutenbHoCTb 7(t) TakTa t.



[MapameTpbl mogenu.

OcHoOBHbIe gonyuweHusn

1. BenuuuHa [osbl d; TpaHCMUTTEPA C;, BbIOPOLLIEHHOW HenpoHoM N,
Ha NPOTSHKEHUW BCEro BbIOpOCa NNOC OCTATOMHOE BPEMS XKU3HU T
He MeHdAeTCs, a 3aTeM 3Ta A4o3a MrHOBEHHO MCYe3aerT.

2. OpgHowm oo3bl Ntoboro TpaHCMUTTEPA AOCTAaTOYHO, YTOBbLI HA HUX
oTpearmpoBanu Bce YyBCTBUTENbHbIE K HEMY PeLEenTopbI.

3. MembpaHHble noteHuuans! pactyTt ot 0 Ao nopora P; n nagatot ot

U, . 840 P; C NOCTOAHHbLIMU CKOPOCTAMMU, T.€. JINHENHO.



AUuHamuka mopenm.

BbluncneHne nosegeHua cucrembl

3agada BblYUCIIEHNS NOBEAEHNA CUCTEMbBI 3aKITO4aETCs B TOM, YTOBObI MO
BbI4MCNEHHOMY COCTOSAHUIO cnuctemMbl Q(t) BbluMCcnUTb cocTosiHne Q(t + 1).

[1na aTOro Hy>XHO onNpeaennTb, Kakoe cobbITUE Nocne MOMeHTa t byaer
cneayloLwmum.

Y Kaxgoro anemMeHTa HEMPOHHOM CUCTEMbI — HEUPOHA UMK TPpaHCMUTTEpPa —
€eCTb CBOE «bnmkanwee cobbiTne.

[na HenpoHa N, — 3TO U3MEHeHWe aKTUBHOCTH, T.e. BennunHbl y;(t), Ans
TpaHCMUTTEPA C; — U3MEHEHME ero KoHLEeHTpaLuu x(t).

Bpems, ocTaBLLeeca A0 3TOro cobbiTus, Ha3biBaeTCa ocmamoYHbIM
epeMeHeM.

bnwxkanwee cobbiTe CUCTEMbI COCTOUT B UBMEHEHUN COCTOAHUS ArIEMEHTA
CUCTEMDI, Y KOTOPOIo OCTaTO4HHOE BpEMA — HaUuMEHbUWIEe.

OTO Bpems ByaeT AnuTenbHOCTbIO 7(t) TakTa t.



AUuHamuka mopenm.

BbluncneHne nosegeHua cucrembl

BbluncneHne noBegeHmsi CUCTEMbI nponcxoanT No criegyrwemy anropntmMmy.

o

[ycTb B MOMEHT t 3agaHbl noteHuuansl U(t) 1 3HAOreHHbIe CKOPOCTU Viap, -

1. [lo noTeHUManam BbIMNCIAETCA BEKTOP aKTUBHOCTU HEMPOHOB CUCTEMBI
Y(t) = (y,(t), ..., y, (D).

2. Mo BEKTOPY aKTUBHOCTU BbIMUCNSAETCHA BEKTOP KOHLUEHTpaumn X(t):

Tt
ACEDYIBAC
i=1
3. BbluncnawTcs BHELWWHME cunbl BO3OEeNCTBUA

5i (t) = ZWinj (t)
-1

n cymmapHble ckopoctn  v;(t) = s;(t) + v, (t).



AUuHamuka mopenm.

BbluncneHne nosegeHua cucrembl

4. BbluncrieHne octaTouHbIX noteHuuanosB AU;(t) — «nyTuU», KOTOPbIW OOSMHKEH NPOUTH
noteHuman HerpoHa N, 4ToObl 4OCTNYL COBLITUA. DOPMYNbI ANA 3TOMO BbIYUCIEHNSA
nMeroT 4 BapuaHTta, onpeaensemMbsle 3HakoM CKOpOCTU Vi(t) U cocTosiHMEeM HenpoHa Yi(t).
OHu yKkasaHbl B mabrnuuyax rnepexo0os.

Tabnvua nepexonos Ans ocuunnsaTopa
GM, k, 1 €{0, 1}, rae k = yi(t); | = 1, ecnn U; pacter, nHaue | = 0.

Curyanus 3HaK bimxkaiimee coObITHe AU;(Y)
vi(t)

1 G20 = (0, Ulen + yi=1 Pi — Ui(t)

2 GOO = (0, vlen — Joctmwkenne U U; (t) — U

3 6= (0 Vion + yi=1 Pi — Ui(t)

4 GO1 = (0, v2L — JlocTmxkeHue UL-O— CUTyalus HE '
MEHSETCSI, COOBITHS HET

5 G =(1, vlen + Hoctmwkenne U U™ —U;(t)

6 Gl =@, vlen - yi =0 Ui(t) — P

7 G; 10 = (1, vl + JHoctmwxkenue UM — curyanus He 0
MEHSETCS, COOBITHS HET

8| G0=(Lov. . yi =0 Ui —P




ANHaMUKa ocuUNNATopa




AUuHamuka mopenm.

BbluncneHne nosegeHua cucrembl

5. BblYMCIIEHME OCTATOYHbIX BPEMEH:
anga HeuvpoHa N, no dpopmyne z;(t) = AU;(t)/|v; (1))

6. HaxoxgeHne MUMHUManbLHOro U3 OCTaTOYHbLIX BPEMEH U onpeaeneHne
coObITUSA.

7. Bbluucnexne cnegyouwmx noteHumnanos Ui(t) no goopmyrne

Uit + 1) = Ui(t) + (1) vi(D).



Mpumep: nocTpoeHue TpexpasHOro puTma

N,—ocumnnnatop, N, — peaKkTUBHbIN HENPOH,

N1 N2 N, — ocumnnnatop.
Bce cTaTMyeckune napameTpbl HEMPOHOB
npuBeAeHbl B MaTpULLEe, B KOTOPOW BeanYMHbI d;;,
1=1,...,n,J=1,...,M nexar Ha nepeceyeHunm
cTpok N; 1 cTon6L08 C;.
Pi | Uimax | 90 | 901 | pi0 | pit | C | Cp | Coz | Wir | Wp
N, | 06 | 09 |[-06]085|-02|095] 0,7 | O 0 0 -1
N, | 06 | 0,7 |[-02] O |-02| O 0O 06| O 1 0
N, | 04| 06 |-02| 08 |-02]| 09| O 0 0,7 | -1 -1

BpemeHa Ku13HU T TPaHCMUTTEPOB Cj: T¢y = T, = 0,1;
C,, 0603HavaeT fo3y TpaHCMUTTEpa C,, BbibpacbiBaemyto HerpoHom N.;
C,3 0603HavaeT fo3y TpaHCMUTTepa C,, BbibpacbiBaemyto HempoHom N.




Mpumep: nocTpoeHue TpexpasHOro puTma

MomeHT t = 0:
HayanbHoe sHewHee cocmosHue Z(0) = (1, 0, 0; 0,7; 0)
Tekywue nomeHuyuaribl:

U,(0) = 0,9.
U,(0) = 0.
U,(0) = 0.

Curnbl 8030elicmeusi:
$,(0) = 0; s,(0) = x4(0) = 0,7, s5(0) = —x,(0) = -0,7.

Ckopocmu:
Vl(o) = Vieno = -0,3
V,(0) = s,(0) = 0,7 N1 N2

V3(0) = Vg, +S5(0) =0,8-0,7=0,1.
OcmamoyHblie nomeHyuaribl:

AU;(0) = U — P;,=0,9-0,6 =0,3.
AU,(0) =P, =0,6.

AU5(0) = P; =0,4.

OcmamoyHble epeMeHa:

7,1(0) = (Uimax — P1)/IV41(0)| = 0,3/0,3 = 1 (anuHa naykm)
1,,(0) = P,/v,(0) = 0,6/0,7 = 0,8571.
1,5(0) = P4/v5(0) = 0,4/0,1 =4
17,(0)=1+0,1=1,1.

7,00 (0) = 0,8571.

T3 (0) = 4.

BHympeHHee cocmosiHue cucmewmbi: Q(0) = ((1; 1), (0; 0,8571), (0; 4), (0,7; 1,1), (0; 0,8571), (0; 4)).
MuHumarnbHoe ocmamoyHoe epems 1., (0) = 0,8571. CooTBeTcTBEHHO, drtuHa makma [0, 1] t(0) = 0,8571.
CobbITue, npousoLwlealiee B MOMeHT 1, — Bo3byxxaeHue N,, KoTopbl Ha4YMHaeT TopmMo3auTb N,; N ocTaertcs
3aTOPMOXXEHHbIM.
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«lNpeobnagaHne XMMNUYECKNX CUHAMNCOB Had SNEKTPUYECKUMUN B
HEPBHOW CUCTEME XNBOTHbIX MOXET DbITb CBA3aHO C NPUHUMUNMANBbHbLIM
NPEenNMyLLECTBOM XMMUYECKOW Nepeaaym Hag 3rnekTpuyeckon — ee
cnocobHocTLO 0becnevnBaTtb pasHoobpasHblie hOopMbl 0OYyYEHUS U
XPaHEHUST NaMATNY.

9.KaHgenb. B nonckax namatn. 2006, M.: Actpens.

OcCHOBHbIe MoAenbHbIe NpenmMyLlecTBa:

- PasHoobpasne BMaoB HEMPOTPAHCMUTTEPOB: MHOMO3HA4YHOCTb
andasunTa cooblieHnn B oTnn4vmne ot BuHapHoro andasura
«MPOBOSIOYHbLIX MOAENENY.

- KOHUeHTpauusa Kaxxaoro TpaHCMUTTEPA Kak AOMNONHUTENbHbIN
napameTp.

- LLlnpokoBelwatenbHOCTbL cUrHasna: TpaHCMUTTEPHOE coobLeHMe,
noctynuewee B BKI1, oocTynHO BceM HEMPOHaAM, UMEIOLLNUM peLenTopbl
K 9TOMY TPaHCMUTTEpPY



HEBUOJIOTNMYECKAA MOAE/b 2

UcxoaHble nameHeHUs

* -yaalieH oCunIJiAaTop,

* -BMECTO TPaHCMUTTEPOB — LIBETA BXOA0B, BbIXOO0B U CUTHAJI0B,

* - COOTBETCTBEHHO, yaAalsieHbl BpemMeHa XU3HN TPaHCMUTTEPOB,

« - BMmecTo BKI1 - anHammnyeckoe NMPOCTPaHCTBO UBETHbLIX CUIHAJ10B,

* - OCHOBHble 0003Ha4YeHNs1 OCTanUChb NPEXHUMNU, HO TENnepb d; He nosa BbIOpoOCa,
a MOLHOCTbL curHana; X(t) —coctosiHne He BKI1, a npocTpaHcTBa CMrHasnos.

* HenpoH Ha3blBaeTca pa3MevyeHHbIM, eCfin KpOME TuMNa yKasaHbl LBETa BbIXOO0B U
BXOA0B (peuenTopoB) 1 3HAKU PeLENTOPOB.




MOZAE/Nb 2 — PE3Y/IbTATblI U3MEHEHUW

-COKpPAaTMNOCh YMNCII0 BUAOB COObITUN: 30€eCb CODbITUSA — 3TO TOMNbKO
nepexobl Yepes nopor, T.e. UBMEHEHUSA aKTUBHOCTU;

-Tenepb NoOble ABa cocegHUX TaKTa OTNNYAOTCA BHELUHUMMU
COCTOSAHUAMU;

-OCTanunchb TONbKO ABE 3HAOreHHblIe CKOPOCTU: BbILLIE U HUXE Mopora;
[N TOHNYEeCKoro HeripoHa o6e CKOpPOCTU MONMOXUTENbHbI;

[N peakTUBHOIoO HellpoHa 0be CKOpOCTU OTpULLATENbHbI.

max
ymax




MOZAE/Nb 2 — PE3Y/IbTATblI U3MEHEHUW

Bnarogaps cokpalleHuto BUaoB coObITUI BMECTO FPOMO3AKUX TabnuL, nepexoaos
ANS KaXXOoro Tuna HerMmpoHOB NosiBMNachk ofHa npocTtas (Bcero 4 cTpoku) Tabnuua

nepexoaos, obLas aAns o6oux TUMNOB:

Ui(t) 3Hak V;(t) bikatiniee coObITHE AU;(t)
1 Ui(t) > P; + JIBU>KEHUE BBEPX, AaKTUBHOCTD 0
HE MCHSIETCS, COOBITHS HET
2 Ui(t) > Pi — yi=0 Ui(t) — Pi
3 | Ui(t) <P + yi=1 Pi — Ui(t)
4 Ui(t) < P; — JIBIOKEeHHE BHU3, aKTUBHOCTD o0
HE MEHSCTCS, COOBITHS HET

3HaK co 03HaYaeT, YTO HEMPOH HE CTPEMUTCSH K NOPOry U COObITUS OT HEro He

oXuagaeTcs.




MHOTOAITEHTHAA NMOPOIOBAA CUCTEMA

BmMecTo HEMPOHOB — areHThHI.
BmecTo TOHNYECKMX HEMPOHOB — MHULIMATUBHbIE areHThl.
BmecTo peakTUBHbIX HEUPOHOB — PEaKTUBHLIE areHTb!

Teopema 1. BekTop TekyLwmx noteHumnanos U(t) ogHO3HAYHO
onpenenseT crieaytollee BHelHee cocTosiHue Y(t + 1) n
BeKkTOp noteHumnanos U(t + 1); noatomy U(t) byaem
Ha3blBaTb BHYTPEHHUM COCTOSIHUEM.



KoMnoHeHTbl MHOroareHTHOM CUCTeMbl

- CeTb X: pa3sMeyveHHble areHTbl + CBA3U, onpeaendemMble pasmeTkaMmn areHToB (be3
KOHKpETU3auum napameTposB);
- Habop cTaTnyeckmx napameTpoB H, 3agaBaembin Tabnmuen

P; Ul-maX Uio UL%H Ul-len din | ... dim | Wig Wim
N, P Ulmax U{) Ufen vllen d11 .. d1m W11 W1m
N| Ulo
Nn Pn U7r1nax U‘l(l) U,?en v%en dn]_ e dnm Wn]_ e an

Takoe pasgerneHune rno3BonsieT roBOpuUTb 06 U3MEHEHMAX NapaMeTpoB be3
N3MeHeHUsA CeTU. [IBe NOpPOroBble CUCTEMbI, UMEIOLLINE OOHY U TY Xe CeTb X,
HO oTnunyarowmnecsa Habopamu napameTtpoB H, n H,, byaoem Ha3sbiBaTb

KOHpurypaumsimm cetm X v obosHayatb X(H,) 1 Z(H)).



[TloBegeHnsa n puTMBbI

NoBeaeHmne — 31O NnocriegoBaTeNbHOCTb BHELLUHMX COCTOAHMN (COCTOSIHUM
aktnsHoctu) Y(0), Y (1), (Y(2), ..., Hanpumep, 100, 110, 010, ... B aton
nocregoBaTtenbHOCTU Ntobble ABa BEKTOpa OTNNYaoTCs Apyr OT gpyra, Tak
Kak nepexo K criegyrowemy TakTy 0b6a3aTtensHO CBs3aH C HacTyNNeHneMm
coObITHA, T.€. UBMEHEHMEM aKTUBHOCTU KaKOro-To areHra.

Putm — 310 nocnegoBaTenbHOCTb BHELLHUX COCTOSIHUN + ONMTENBbHOCTU
TaKToB, T.e. nocrnenosatenbHocTb (Y(0), t(0)), (Y (1), (1)), (Y(2), t(2)), ...
[TocnenoBaTenbHOCTb Ha3biBAETCA repuoouyYecKou, eCniv oHa UMEET BU[,
a(0), a(1), ..., a(k-1), (a(k), ..., a(l = 1)), roe otpesok a(k), ..., a(l — 1)
noBTOpsAeTcA DeCKOHEeYHOEe 4YMCI0o pas. ATOT OTPE30K HasbiBaeTcH
rnepuodom, a otpesok a(0), a(1), ..., a(k — 1) — npednepuodom. rnmHown
npeanepuoaa asnsaetcs uenoe ymcno k > 0, a anuHom nepunoga - Uenoe
yucno | — k > 1:

[ToBeageHme noporoBon CUCTEMbI Ha3blBAETCA CTaUMOHAPHbIM, ecnin k = 1.
B atom cnyyae, nocne momMmeHTa K HMKaknx cobbITUN HE NPOUCXOONT.
[ToaToMy Takoe noBeaeHne KOHEYHO



[TloBegeHnsa n puTMBbI

3aknounTtensHoe BHelHee cocTodHue Y(K) Takke Oynem HasbiBaTb
cmauyuoHapHbeIM. B 3TOM COCTOSIHUM BCe HEWPOHbI Y4OBNETBOPAIOT YCITOBUAM

cTpoku 1 nnn 4 Tabnuubl Nnepexogos, T.€.
1) onga Bcex nHMumaTmBHbIX areHToB ux Ml Bbllwe nopora, CKOpOCTH

NOMOXUTESbHbI;
2) onga Bcex peakTmBHbIX areHToB ux Ml HuXe nopora, CKOpoCTu

oTpuuaTesibHbI.

Ui(t) 3nax Vi(t) brmxaiimee coObITHe AU(1)
1| U)=>P + JIBmxeHNE BBEPX, AKTUBHOCTb 00
HE MEHSCTCS, COOBITHS HET
2 U,(t) 2 Pi - Yi= 0 U,(t) - Pi
3| Uilt) <P + yi=1 P, — Ui(t)
4| Ui(t) <P —  |lBwKeHHWE BHU3, aKTHBHOCTb o0
HE MEHSETCS, COOBITHS HET




[TloBegeHnsa n puTMBbI

HauyanbHoe coctosaHue cetn U(0) Byaem HasbiBaTb ecmecmeeHHbIM, €CNN OSS
nboro nHmuumnatnseHoro areHta N; U,(0) > P;, a ona ntoboro peakTmBHOro
areHta N; U;(0) < P,

Teopema 2. [Ina ntobon astoHoMHOW AlC X n ntoboro ee eCTeCTBEHHOIO
coctosiHna U(0) cywecTByeT Takon Habop napameTpoB H, rnpun KOToOpom B
KoHurypauum Z(H) U(0) aBnseTcs ctaumMoHapHbIM.

OT1a Teopema crneayeT M3 Toro, YTo UCKOMbIN HAabop NapaMeTpoB OOMKEH
yOOBMNETBOPSATb CreayLLNM YCNOBUSM:

T

1 o
Z w;;x;(0) + Vien >0, ecnn N; —=MHULNATUBHBIW areHT,

j=1

Tt

Z wy;x;(0) + 1;1%11 <0, ecnn N; — peakTUBHbIN areHT.

Jj=1



lMMpumMmep cTauMoHapHOM nocnenoBaTesIbHOCTU

Pi | Uimax | Uio | vl vil v v e | C | Wi | wi

N, | 0,6 0,9 0 0,5 0,8 - - 0,7 - 0| -1

N, | 0,6 0,9 0 - - -0,5 -0,8 - 0,7 2 0

N;| 0,6 0,9 0 0,5 0,8 - - - 0,7 -1 -1

Not 0 1 2 3 4

Y() | 101 | 100 | 110
Ut | 09 | 09 | 09 N1 N2
U () | 0 03 | 06

Us(t) 0,9 0,6 0,5

W | 05 0,5

Vi 011 018 0,1

Vo 0,6 0,6 0,9

V3 016 - 0,2 - 0,9
X1 0,7 0,7 0,7
X2 0,7 0 0,7

N, n N; — ToHn4eckmne HenpoHsbl, N, — peakTuBHbI HEUPOH. [1Ba
TpaHCMUTTEpPA — KpacHbIN U 3eneHbln. CocTosHue Y(2) cTauuoHapHoO.



pumep — obnacTb YCTOMYUBOCTU NOBEAEHUS

O6nacTb yCTOMYMBOCTM 3TOr0 NOBEAEHMUS onpenendeTcs cneayrowmmm HepaBeHCTBaMN:
v4(0) >0, s,(0) + v, >0, T.e. s,(0) >-0,8

V5(0) <0, 5,(0) + v2, <0, Te. s,(0)<0,8

v3(0) =20, s5(0) + v}, 20, Te.s;30)=-0,8.

PackpbiBas cymMapHble CKOPOCTU Yepes CTaTuveckme napamMmeTpbl, NonyvymMm:

Wy, X,(0) > - 0,8, unn wy,- dg, >-0,8 (1)
0,8 > wy,- X,(0), unn 0,8 > w,,- dy;, (2)
W3- X;(0) + Wy, X,(0) = - 0,8, nnun wy,- dy; + ws,- ds, > - 0,8. (3)
Ecnn 3adukcuposaTb Beca u ds,,
Pi | Uimax| Uio | v, | vi, | din | dic | Wi Wiz

N,/o6] 09 0] 05 | 08 | 03] - 0| -1
N,/06] 09| 0 | -05 [-08 - 110 2] 0

N;/06] 09| 0 | 05 | 08 - 103 -05 -1

TO 13 (1) — (3) nony4unm:

ds, <0,8 (4)

d,; <04 (5)

0,5d,; +d;, <0,8 (6)

N3 (6) nonyyaem d,; < 1; d,, He nMeeT 3Ha4eHuns, Tak kak N, naccuBeH. Octaetc4 (5).

To4ka nepekntodeHnsa nosegeHus: d,; = 0,4,




Mpumep — HoBoe nosefeHue npu d,; > 0,4

Ne t 0 1 2 3 4 5 6 7 8 9 10

Y(t) | 101 111 110 010 000 100 101 | 111

Ut | 0,9 09 06887 | 0,6 0,3 0,6 0,9 0,9

U, (%) 0 06 |0,7408 | 0,9 0,6 0,12 [0,1614 | 0,6

Us(®) | 0,9 0,9 06 |0,285 0 0,3 0,6 0,9

Xy 042 | 042 | 0,42 0 0 042 | 042

X, 0,3 1,3 1 1 0 0 0,3 MOnaTorar

Vi 0,5 -0,5 -0,2 -0,5 0,5 0,8 0,5 L

v, 0,04 034 | 034 | 05 | -08 | 004 | 0,04

Vs 029 | -0,71 | 072 | -05 | 05 029 | 0,29

1(t) 15 | 0,4225]0,4437 | 0,6 0,6 |1,0345 | 10,945
v MembpaHHbit noTenuman BpaHHLIA noTeHLMAn
T V, | \vf\\/f\vf\vf\vf\
I [ = YIN T AN T YN T N

['padouk npu dy; = 0,42

npnd,; =0,42

['padouk npn d; = 0,50




NMpumep: e-MmeTon ANA NOUCKa NPaBOU rpaHuLbI

Nwem npasyto rpaHuLy nosegeHna d42.
X(0)=(0,42 + ¢; 0,3)

CyMMapHble ckopocmu:

v,(0) =s,(0) +=-0,3+0,8=0,5.

V,(0) =s,(0) +=0,84 +2¢-0,5=0,34 + 2e.
v54(0) = s4(0) + =-0,51-0,5¢ + 0,8 = 0,29 — 0,5¢.
OcmamoyHble nomeHuyuarbl:

AU,(0) = oo.

AU,(0) = P, — U,(0) = 0,6.

AU;4(0) = oo.

[lna coxpaHeHnsa nocrnegHero paseHcTBa Heobxoammo ycrnosue 0,29 — 0,5¢ > 0, oTkyaa
e <0,58.

6. OcmamoyHble epeMeHa:.

1,1(5) = .

T.5(5) = AU,(5) /|v,(5) = 0,48/(0,04 + 2¢) = 0,24/ (0,02 + ¢).

1.4(5) = 0,3/(0,29 - 0,5¢) = 0,6/(0,58 — ¢).

[Ana coxpaHeHus noBegeHnsa d42 HY>KHO BbIMOMHEHNE YCNOBUSA T,4(5) < 1,,(5), T.e.

0,6/(0,58 — ¢€) < 0,24/(0,02 + ¢). lanee nony4aem 0,02 + £ < 0,4(0,58 — ¢), oTkyga ¢ < 0,1514
no0,42 + £ <0,5714.

Takum obpasom, BepxHAs rpaHuua noseneHus d42 ans d,, paBHa 0,5714.



Mpumep: rpacdmkm no o6e CTopoHbI rpaHULbI
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CeTn 6e3 KOHKypeHUuunu

KoHKypeHUusi B TakTe — cuTyauusi, Koraa K nopory ctpeMmntcs 6onee 4em oavH
areHT. CoObITME NPOM30NAET, KOraa NepPeKnioYMTCa areHT C MUHUManbHbIM
OCTaTO4YHbIM BPEMEHEM.

NMoBeaeHne 63 KOHKYPEHLUUU — 3TO NOBEAEHNE, B KOTOPOM KOHKYPEHLIMN HET HU B
OOHOM TakTe.

M'MnoTe3a: ecnun B ceTu CyLlecTBYET KOHuUrypaums, reHepupyrowias 6eckoHeyHoe
noBeaeHne 6e3 KOHKYpeHLUKN, TO B penepTyape noBeaeHuin 3Ton CetTn apyrmx
BeckoHeYHbIX MOBEeOEHU HET.

N2 N; — HMUMaTUBHbIN areHT, N, , Nj -
peaKTUBHbIE areHThl.

[NloBegeHue:

100, 110, 111, 011, 001, 000, 100, 110

Teopema 3. CyLlecTBYIOT CETU, BCE NOBEOEHUS KOTOPbIX CTALMOHAPHBI.

Takumu ceTsmu aBSAIOTCA BCE aUUKNUYECKNE ceTu (ceTu, rpad KOTOpbIX —
aUMKIn4Yeckun).
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Aplysia californica nonszatoT no gHY Ha MenkoBogbe UM nuTalTca Bogopocnsamu. [uweson
LeHTparnbHbIM reHepaTtop naTTepHa anfvs3nn MnopoXaaeT [OBe MOTOPHble MporpaMmmbl: MOrmnoLueHue
(ingestion) n BbINNeBbiBaHWe (egestion). 3TM nNporpaMmmbl cCoOAep)aT [[Ba Tuna ABWKEHUWA pagynbl:
BblABWXKeHME (protraction)/BTarmBaHue (retraction) n oTkpbiTUe/3akpbiTMe. Pagyna, unu tépka, — annapar,
Cnyxawmn onsi cockpebaHus n namens4eHns NULK y MOCKoB. Ecnn pagyna 3akpbiBaeTcsl Npu Havane
BTArMBaHUS — annun3ansa NOrnoLwaeT nuily, ecnu pagyna OTKpbiTa Mpy BblOBWXKEHUN U 3aKpbiBaeTcs npwu
BTArMBaHMM — BbINSieBbIBaET. Taknm obpasom, pasnuume MOTOPHbIX NporpamMm 06ycrnoBneHo nulb CABUIOM
dasbl 3aKpbITUA pagyrbl MO OTHOLLEHWIO K BblABMKEHUIO/BTATMBAHUIO:

BbinneBbiBaHWE: BblABUXKEHNE — BTAMMBaHNE — 3aKpbITUE

[MornoLleHne: BblABMKEHMNE — 3aKpbITUE - BTATMBAHUE

A Ingestion B Ingestion Egestion

Bite
closing closing
opening opening

Radula protracts Radula closes  Radula retracts
open closed Bite-swallow

Egestion closing

opening
‘ﬁ w wd Swallow

Radula retracts ~ Radula closes  Radula protracts closing
open closed opening




—<] Excitation
—. wxn
D M i A EGESTION B. INGESTION
W/ Clecical couplng BuinneBanue Mornouwexue
P-GROUP R-GROUP P-GROUP R-GROUP
BoigBuxeHue  BTArMBaHine BoigBuKeHue  BTArMBaHne
paaynol pagynsl
KomMmaHaHble

HeMpoOHbl  CBI-3

HenpoHbl
urn

B8/B16 | 3aKkpbiTHe

MoTopHble HeMpPOHbI [ B
Activity Pagynsl

Cxema LeHTpasbHOro reHepaTopa, ynpasastoLLero nornoweHuem/ BbinaeBbiBaHUEM.

lpynna HeMpoHos Pl (B63, B34, B40) ynpaBnseT BblABUMKEHUEM Paay/bl; rpynna HelpoHos Rl (ocHoBHOM B64) ynpaBnseT BTArMBaHUem
paaynbl. [pynnbl HEMPOHOB BbIABUXKEHUA U BTATMBAHMA PaZy/bl B3aMMHO TOPMO3AT ApYr Apyra.

KomaHaHbIN HelipoH CBI-2 umeeT Bo3byKaatowme cuHancbl Ha B20. KomaHAaHbIN HelpoH CBI-3 umeeT TopMoO3Hble cMHanckl Ha B20
(bbicTpble) u B4/5 (meaneHHble).

JKcnepMMeHTaToOpam He yAanocb MAEHTUOUUMPOBATb HEMPOHbI, AKTUBUPYIOLLME Fpynny BTATMBaAHMA, MO3TOMY Ha CXeMe OTpaXKeHa
rMnoTeTUYeckan rpynna Z, Kotopas € 3a4ePKKOM nepesaeT Ha Hee BO3OyKAEeHME OT rpynnbl BblABUKEHMUA.

MoOTOHENPOHbI 3aKpbITUA paaynbl B8 n B16 nony4yatoT cUbHbI BO36yKaatowWwmin Bxod oT B20 1 cunbHbIN Topmo3sawmii ot B4/5. Bxoa ot B40
coyeTaeT 6bICTPOE TOPMONKEHME C MeAIEHHBIM BO3DOYKAEHMEM.

BoinnesbiBaHue. Mpun monyawem CBI-3 akTnBHoCTb CBI-2 cunbHO Bo36YyKaaeT B20 1 B4/5, nmetowime cunbHble Bxoabl Ha B8 1 B16,
3arnywatouwme Bosgeictena ot B40 u B64, uTo NnpMBOANT K 3aKpbITUIO paay/bl B pase BblABUKEHUS.

MornoweHune. AKTMBHOCTb CBI-3 TOpmMO3UT HelpoHbl B20 1 B4/5, nossonss so3aelicteuam B40 1 B64 Ha B8/B16 3akpbITb paayny B pase
BTArMBAHMUA.

1. Jing J., Weiss K. R. Neural Mechanisms of Motor Program Switching in Aplysia //Journal of Neuroscience. —2001. —T. 21. — Ne. 18. - C.
7349-7362.

2. Morgan P. T. et al. Interneuronal and peptidergic control of motor pattern switching in Aplysia //Journal of Neurophysiology. — 2002. - T.
87.—Ne. 1. -C. 49-61.
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