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3AT'AJIBHA XAPAKTEPUCTUKA POBOTHU
AKTya/IbHICTh TeMH

HeiipoH, ToOTO HepBOBa KJITUHA, € eJleMeHTapHOIO OJIMHUIIE0, sika 37jaTHA /0
00poOKM curHamiB B HepBOBili cucteMi. HelipoHu o0OMiHIOIOTbCS MK C€060r0
eJIeKTPUYHUMU CUTHAJaMH, 1[0 MaloThb Ha3By IMOTeHLianiB fii, abo cmalikiB, abo
IMIy/bCiB. IMOy/IbCYM HAMPiI3HOMAHITHIIMX HEWpOHIB ofHakoBi. lle o3Hauae, 110
iH(pOpMaTUBHMMU B HEPBOBIM CUCTEMi € caMe MOMEHTH MPUXOAY IMITy/IbCiB BiJj OJHUX
HeMpoHiB 0 iHmmMX. ['eHepariisi BUXiJHOrO iMIy/bCy — 1Lje TOPOroBe sBUILE, i
3a3BHYail HEMPOH ToTpedye AeKibKOX BXiAHMX iMITy/bCIB Jjisl reHepariii BUXiZHOTO.
Hetiponu 3’eHaHi Mi>k cO000 3a /IONTIOMOTOI0 BiIpPOCTKIB (aKCOHIB), IKUMU iMITYJIbCH
JiCTalOThCSA BiJi OAHUX HEMPOHIB A0 iHIIMX. BCi HEMPOHM MO’KHA PO3JUIUTH Ha JBi
rpynu: 30ymKyroui i rasbmiBHi. 30ymKeHHST — Il Taka [is, 1[0 Hab/IMWKae cTaH
HEUPOHY [0 TIOPOry reHepallii BUXiZJHOrO iMMyJ/ibCy, TaJlbMyBaHHS K HaBMaKU BiAgasie
CTaH HeUpOHy Bix moporoBoro. CKiHUeHHICTh MIBUAKOCTI PO3MOBCIO/KEHHS IMITY/IbCY
Y3[0B)K aKCOHY IIPU3BOJUTH [0 IOSIBU 3aTPUMKU MK reHepalli€ro iMIIy/IbCY B OJHOMY
HEMpOHi i OTpUMaHHSM pe3yJ/bTYIUoro 30y/KeHHs/TalbMyBaHHS B HACTYITHOMY
HeMpOHi. ApXiTeKTypa 3’€[JHaHb MK HelpOHaMH TOJIOBHOIO MO3KY € Ha/3BHYalHO
CKJTaJJHOIO, 30KpeMa BOHa Tepe/i0auae 3HauHY KiJIbKiCTh 3BOPOTHIX 3B’s13KiB. Came TOMY
BUHMK/IA HEOOXifHICTb [JOC/TiAUTH BIUIMB HAsBHOCTi 3aTpPMMaHUX B 4Yaci 3BOPOTHiX
3B’43KiB Ha CTAaTUCTUKY HEMPOHHOI aKTUBHOCTI. [TepimM KpOKOM y LIbOMY HarpsiMKy €
JOCJTiPKEHHSI HAaUMPOCTILIOI peKypPeHTHOI MepeXXi — €QUHOr0 HEeWpPOHY 3i 3BOPOTHIM
3B’s13K0M. Lle i 3yMOB/IIO€ aKTyanbHICTh TEMH AMCEPTAaL[iiHOI POOOTH.

3B's130K po00TH 3 HAYKOBMMH MPOrpamMamMu, IyilaHaMH, TeMaMH

Pe3ysbTaTH, 10 YBiWNUM B gucepTarjiiiHy poboTy, Oy/id OTpUMaHi B paMKax
T7IaHOBOI HAyKOBOI TeMAaTWKM BiJfli/ly CUHEPreTUKU I[HCTUTYTy TeOpeTHYHOI (Pi3vku
iMm. M.M. Boromo6oa HAH Ykpainu (Tema ~~Moge/itoBaHHS HeMTiHIMHOI JUHAMIiKA
cuHepretuuHux cuctem", 2007-2011pp., wmpp 1.4.7.2, Ne gepx. peecTpariii
0106U007884, Tema = @®opMyBaHHSI CTPYKTYp Ta HepiBHOBa)kKHi MPOLIECU Y BiJKPUTUX
cucremax", 2013-2017pp., umdp 1.4.7, Ne mepx. peectpanii 0113U001093, a Takox
TeMa  MIKpOCKOMiYHI Ta (eHOMEeHO/OTiuHi Mojesni ¢yHAaMeHTaJbHUX (Di3uuHKUX
rpoLeciB 'y Mikpo- Ta Makpocsiti”, 2012-2016pp., mmdp 1.4.1-1.4.9, Ne nepx.
peectpauii 0112U000056).

Meta i 3afaua AOCTIHKEeHHA — JOC/IiAUTA aHaJiTUYHO Ta UMCEe/JbHO BIIIMB
HassBHOCTI 3aTPMMAaHOr0 3BOPOTHBOTO 3B’s13Ky (33) Ha CTaTUCTUYHI BJIaCTUBOCTI
TIOC/TiZIOBHOCTI  BUXiAHUX MiKiMIysbcHUX —iHTepBaniB  (MII) 30ymKyrouux Ta
raJibMiBHUX HEUPOHIB.

HocsAarHeHHs OCTaB/IeHOI MeTH Tepesi0adyae po3B’si3aHHs HACTYITHUX 3a/jay:

1. Jocmiguty CTaTUCTAYHI BJIACTMBOCTI TIOC/IIZOBHOCTI AOBXUH BUXigHUX MII
30y/IPKyrOuOro HelpoHy i3 3aTpuMaHuM 33 Ta raJbMiBHOT'O HEMPOHY i3 3aTpyuMaHuM 33.
30KpemMa, Ha OCHOBi MoJeni 3B’si3ytodyoro HelipoHy (3H), 3HallTM siBHi BUpa3u AJjis
I'YCTUHU WMOBipHOCTel A1 JoBXUH BuxigHux MII, cepeguboro MII Tta koedillieHTy
Bapiariii. [TopiBHSATA OTpUMaHi pe3y/bTaTH 3 TUMH, SIKi paHilie 0ysio 3HakgeHo Ay 3H
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6e3 33 Ta 3’sAcyBaTH, SKMM UYMHOM HasIBHICTh 3aTpuMaHOro 33 3MiHIOE€ CTaTUCTUKY
aKTUBHOCTI 30y/PKYyIOUMX Ta raJbMiBHUX HEMPOHIB,;

2. P0O3BUMHYTH 3arajibHy MeTO/IO/IOTiI0 [Jid 3HaXOIKeHHs OaraToiHTepBanbHOI
FYCTUHU WMOBIDHOCTEU MJisi JOBXUH BuUXigHUX MII HeMpoHy i3 3aTpuMaHuMm 33,
TIPUAATHY /1 Oy Ab-KOI IeTepMiHiCTUUHOI Mo/iesTi HeHMpOoHY;

3. Ha OCHOBi pO3BMHEHOI MeTOHOJ/IOrii, 3HAaUTH $BHI BHpa3u [JJjs1 YMOBHOIL
GaraToiHTepBa/ibHOI TYCTHHM HWMOBIpHOCTeM A/l JOBKWUH Buxigaux MII HelpoHy i3
3aTpuMaHuM 33 1 BUMAAKiB 30ypkytouoro 3H, ramemiBHoro 3H ta rasemiBHoro 3H 3
pedpakiieto. B KOXXHOMY 3 BUIMAJKIB MpOaHasi3yBaTA MO>K/IMBICTb Mpe/ICTaBIeHHS
nocizioBHocTi MII sk mpoiiecy BifjHOB/IeHHsST ab0 $IK MapKiBChKOTO JIaHIIOTA
CKIHUEHHOT 0 TIOPSJKY;

4. CTBOpUTU KOMIT IOTEpHY TpOrpamy Ajisi 3/IiHCHEHHSI UHMCe/IbHOTO0 MO/Ie/TFOBaHHS
30y/I)KyrOUOro HelpoHy i3 3aTpuMaHuM 33, ralbMiBHOTO HEMPOHY i3 3aTpuMaHuM 33 Ta
rajbMiBHOTO HeMpOHY 3 pedpakiji€to i 3aTpyuMaHuM 33 Ha OCHOBI MoJiesieil 3B’sI3yHo-
yoro HelpoHy Ta MoJei iHterpatop 3 BTpatamu (IB). [TopiBHSTH uuMce/ibHI Ta aHasi-
TUYHI pe3yJ/ibTaTH, a TaKOX AOC/IIAUTH YHMCEJbHO CTaTUCTUYHI B/IaCTUBOCTI aKTUBHOCTI
HelipoHy i3 3aTpuMmanuM 33 B 00sacTi TapameTpiB, [e aHaMITHUHI pPO3paxyHKH
MOB’si3aHi 31 3HAYHMMH MaTeMaTUUYHMMH CKJIQJHOCTSIMH 1 BHXOJATb 3a MexXi
aucceprartifiitHoi po6otu. [TopiBHATH pe3y/bTaTH, OTprUMaHi Ayt Mmogeneit 3H ta IB.

O6'ekmamu 0ocniddxiceHHs: € — 30y )KyrOUunii HeHWPOH i3 3aTpUMaHKUM 3BOPOTHIM
3B’s13k0M (33), rasbMiBHMM HeWpOH i3 3aTpuMaHuM 33 Ta TrajJbMiBHUU HEWPOH 3
pedpakii€ro Ta 3aTpUMaHuM 33.

IIpedmemom 0ocCni0JHCeHHs1 € CTAaTUCTUUHI XapaKTepPUCTUKU TOC/IiIOBHOCTI
MI>KIMITYJIbCHUX IHTepBaJliB HEMPOHY i3 3aTpuMaHuM 33, 30KpeMa, OJHOIHTepBa/ibHa Ta
yMOBHa OaraToiHTepBaslbHa TyCTUHHA WMOBIDHOCTeM [1s AOBXKWH BuUXigHUX MII,
Koe(iLieHT Bapiariii Ta TpuBasicTh cepesHboro MIL.

Metoau pociaifpkeHHs. IIpy BUKOHaHHI [OC/IJKEHb BUKOPHUCTOBYBAaIUCS
aHa/iTUUHI Ta YHCeNbHI MeTOAM, a TaKo)X abCTpakTHi Mogesi HelpoHy. 30Kpema,
aQHaJIITUYHI pO3paxyHKU BHUKOHAHO 3 MepIIUX MPUHLMIIIB Ha OCHOBI armapary Teopii
VMOBIDHOCTeH, [/l YMCeTbHHUX PO3PAaxXyHKIB 3aCTOCOBAHO MOJE/IOBAHHS 3a METO0M
MoHnrte Kapso, B IKOCTI MO/ie/ieli HEMPOHY B3SITO 3B’SI3yFOUMU HEHMPOH Ta iHTerparop 3
BTpaTaMHU.

HaykoBa HOBU3HA 0/lep>KaHUX pe3y/IbTaTiB.

B auceprariitiHiit po60Ti OTpMaHO HACTYITHI OPUTiHAIBHI pe3y/IbTaTH:

1. Tloka3aHO, 10 HasBHICTb 3aTPUMAaHOr0 3BOPOTHHOI'O 3B’SI3Ky MPU3BOAUTH [0
TIOSIBU BUPaKEHUX 0COO/IMBOCTel B IyCTHHI WiMoBipHOCTe# 1yt fioBxuH MII HelipoHy.
30kpeMa, [71s1 30yI)KYHOUOro HeMpPOHY TaKUMHU OCOOMBOCTSIMHU € CHUHTYJISIPHICTD THUITY
O-dynkii [lipaka, My/JbTUMO/Ia/TbHICTh, PO3PUBH;

2. Y BUNAJKY raJibMiBHOTO HEMPOHY HasBHICTb 3aTPUMaHOro 33 NPU3BOAUTH [0
6imMozanbHOCTI (2 MAaKCMMyMH) Ta PO3PHBY B TYCTHHI WUMOBipHOCTeH /17151 oBXuH MII;



3. HasiBHiCcTb 3aTpuMaHoro 33 MpHU3BOAUTL A0 30inbIeHHs KoedilieHTy Bapiailii
JnoBxuH MII 30y/pKyrounx Ta ra/ibMiBHUX HEMPOHIB, MOPiBHSHO 3 Bumazkom 0e3 33. Ile
Jlalo  3MOTy BIIepIlle TIOSCHUTU eKCllepuMeHTanbHi JaHi [1*] 1mjomo BHCOKON
BapiaTUBHOCTI JOBXXUH MII HEMPOHIB KOPU r0JIOBHOTO MO3KY;

4. [loBemeHO, 10 HAasBHICTb 3aTpUMaHOro 33 MPU3BOAUTL [0 BUHWKHEHHS
KOpeJsriii MK goBkuHamu cycigaix MII 30ymKyrounx i raJbMiBHHMX HEHWpOHIB, i,
OisibITie TOro, — 0 HEMAapKOBOCTI TTOC/TiIOBHOCTI TOBXKUH BUXigHux MII;

5. Hnsa ranemiBHOro 3H i3 3arpumaHum 33 [0BeZieHO, 110 BpaxyBaHHS B MOJeJi
Hel-poHy pedpakijii He 374aTHe 3a0e3neuynTyd BiZHOB/EHHS MAapKOBOCTI B IIil
TOC/Ti IOBHOCTI.

IIpakTHUuHe 3HaUeHHA 0/jep>KaHUX pe3y/IbTaTiB
Pe3ynbTaTH, OTpUMaHi B AiucepTalliiiHiii poboTi, MalOTh TEOPETUUHUN XapaKTep
Ta MOXYTb OyTH 3aCTOCOBaHi [/1s1 MOZAJBIIOTO AOC/TIIKeHHSI CTaTUCTUKA HeWUpOHHOT
aKTHUBHOCTI B CMCTeMax 3i 3BOPOTHHUMHU 3B’ SI3KaMHU.

[TokazaHO, 110 HasABHICTb 3aTpUMaHOro 33 TIPU3BOAUTL [0 TIOSABU PIAY
crierfidiuHUX 0COOMMBOCTEM B TYCTHHI HWMOBipHOCTeM A0BuUH MII 30ymKyrounx i
rabMiBHUX HeWpOHiB. lle BiIKpMBa€ MOXX/IMBICTb eKCIIepUMEHTaIbHOI TepeBipKHU.
[aHo TOsSICHEHHS BiJOMUM eKCIepUMeHTa/IbHUM JaHuM [1*] 100  BUCOKOI
BapiaTUBHOCTI OBXWH MII HeMpOHIiB B peajbHUX HEMPOHHUX Mepexax. Kpim Toro,
OTpYMaHi pe3y/bTaTU BKa3ylOTb Ha HEKOPEKTHICTb 3aCTOCYBaHHS MPUIYLleHb PO
He3anexkHicte MII, abo mpo MapKoOBicTh iX mocmigoBHOCTI, 415 HelpoHiB [JHC uepe3
3HAaUHYy KiJIbKiCTh 3BOPOTHIX 3B’S3KiB MK LJUMU HelpoHaMu. Taki MpunyileHHs Ha
CbOT'O/IHI I1le IIIMPOKO 3aCTOCOBYIOThCS B poO0Tax 3 TeOpeTUUHOI Heillpobiosiorii.

OcobucTuii BHecoK 3/j00yBaua

B ycix poboTax, BUKOHaHUX CITi/IbHO 3 HayKoBUM KepiBHuKOM O.K. Bigubizoto,
3000yBau Oe3rnocepeIHHO TIPOBO/IM/IA AaHATITHYHI PO3PAaxyHKH i /JOBe/IeHHsI, KOMITTOTep-
Hi obuurcneHHsi, OGpasa y4yacTb B OOroBOpeHHI Ta aHasi3i pe3y/bTaTiB [OCTi/KeHb,
HalWCaHHI cTaTew, MiIrOTOBL]i Tpe3eHTallil.

OCHOBHUMU pe3y/bTaTaMU JucepTalfiiHol po60TH, OTpUMaHUMU 37j00yBaueM 0CO-
6ucro, € HacTyrHi. OTpUMaHO aHaMITUUHI BUpa3u JJisg TYCTUHHA UMOBIPHOCTeN TOBXXUH
Buxiguux MII: B po6orTi [1] Ay Bevkux 3HaueHb 10BXUHU MII, B poboTax [2,3] — ansa
BCiX 3HaueHb JoBXUHU MIIL. B po6ori [3] 3HalizieHo TakoX sIBHI BUpa3# AJisl cepeaHbOi
JIOB)KMHU BUXiJIHOTO iHTepBa/ly Ta KoedillieHTYy Bapialiii. 3Hali/leHO TOYHi aHaIiTUYHI
BUpa3u /il OaraToiHTepBaJbHOI TYCTUHM YMOBHUX WMOBIDHOCTeN [/1si TOBXWH BUXif-
Hux MII: B pobori [4] ans 36ymkyrouoro 3H i3 3atpumanum 33, B pobori [5] — ans
rasbmiBHOro 3H i3 3aTpumannm 33, B po6oTi [6] — ans ranemiBHoro 3H 3 pedpaxiiiero i
3atpuMaduM 33. Ha OCHOBI 3HaliieHMX BHpa3siB, J0BeJeHO HeMapKOBiCTb BHXiTHOT'O
TOTOKY HeWpoHy i3 3arpuMaHuM 33 /i BUMAJKIiB 30y/Kyr0uoro HeMpOHY, raib-
MIBHOI'O HEMpPOHY Ta Ta/JbMiBHOTO HeMpOHYy 3 pedpakiieto. CTBOPEHO KOMIT IOTEpHY
Mporpamy [Jisg YMCe/IbHOI MepeBipKA OTPUMAaHUX aHaJITAUYHUX pe3yJ/bTaTiB Ta s
TOPiBHSIHHSI OTPUMAaHUX J@HUX 3 pe3y/bTaTaMM /IJisl iHIIIMX HEUPOHHUX MO/ eslei.



Anpobanis podoTu

Pe3ysbTaTH gucepTariii J0MoBifanycs Ta 00roBoproBaycs Ha HaCTYITHUX KOH(be-
peHisix: ¢ VIII meMopianbHi [daBUAiBCbKiI udTaHHS 3 TeopeTuuHoi ¢i3uku Ta 6io-
¢izuku" (IT® im. Boromoboa HAH Yxkpainu, KuiB, YkpaiHa, 29 rpyaus 2008 p.) e
Kondepentii mosoaux BueHux ~ CyuacHi ripobsiemu teopetruHoi ¢isuku" (ITD im.
Boromobosa HAH Ykpainu, KuiB, YkpaiHa, 22-26 rpygus 2009 p., 22-24 rpyaHs
2010 p., 21-23 rpygus 2011 p., 23-26 xoBTHsA 2012 p.) ¢ KuiBcbka 6orontob6iBcbka
KoHbepeHiliss — CydacHi npobsemu TeopetnuHoi ¢i3uku" (IT® im. boromobosa HAH
Ykpainu, KuiB, Ykpaina, 15-18 Bepecnst 2009 p.) ¢ MixxHapoaHa kKoHbepeHLjis — 2nd
International Biophysics Congress and Biotechnology at GAP (Southeastern Anatolian
Project) & the 21st National Biophysics Congress" ([isip6akup, Typeuunna, 5-9 K0BT-
HsA 2009 p.) * KoHdepeHwisi Mmonogux BueHux lligcTpuradiBcbki ymtanHs — 2010"
(ITITIMM im. A.C.ITigcrpuraua HAH Ykpainu, JIbBiB, YKpaina, 25-26 tpaBus 2010 p.)
e " XI koH(epeHilis 3 6ioHiKM, OioKibepHeTHKY Ta npukaagHoi 6iodizuku" (KIII, Kuis,
Ykpaina, 4-6 mucronaza 2010 p.) ¢ ~"11-ta BceykpaiHchbKa 1IKO/a-ceMiHap Ta KOHKYPC
MOJIOJMX BUEHHUX 3i CTaTUCTUYHOI (Di3vKU Ta Teopii KoHJeHCcoBaHOI peuoBuHU" (IOKC
HAH Ykpainy, JIbBiB, YKpaiHa, 1-3 uepBHs, 2011 p.) ¢ MixHapoaHa KoH(bepeHIlis
""8-th European Conference on Mathematical and Theoretical Biology and Annual
Meeting of the Society for Mathematical Biology" (KpakiB, [Tonbiiia, 28 uepBHS - 2
munHs 2011 p.) ¢ " XI XapkiBcbka KOH(epeHLjis MOJIOAUX BueHUX 3 pafiodizukuy,
e/IeKTpOHiKY, oToHiku Ta 6iodisuku” (IPE im. 1.f1.YcikoBa HAH Ykpainu, Xapkis,
Ykpaina, 29 muctonaza - 1 rpyans 2011 p.) ¢ 12-ta BceykpaiHCbKa IIKO/a-ceMiHap
Ta KOHKYPC MOJIOJHX BUEHHUX 3i CTaTUCTUYHOI (Di3HKH Ta Teopil KOH/IeHCOBaHOI peuoBU-
Hu" (I®KC HAH Ykpainm, JIbBiB, YKpaiHa, 30 TpaBHs - 1 uepBHs, 2012 p.) ¢ MixHa-
pozaHa kKoHpepeHLigs  BIOCOMP2012 Mathematical Modeling and Computational To-
pics in Biosciences" (CanepHo, Itanisi, 4-8 uepBusg 2012 p.) * MixxHapoaHa KoH(]epeH-
11is ~Neural Coding 2012: 10th International workshop" (ITpara, Ueckbka pecmy6bJiika, 2-
7 BepecHs 2012 p.) ¢ MixxHaposnHa kKoH(pepeHLis = 29-th European Meeting of Statisti-
cians" (bymanemr, YropiumHa, 20-25 nunHsg 2013 p.) Ta Ha ceMiHapax Bifiiiny cuHepre-
THKH Ta BifiJiny MareMaTHuHOTro MoziemoBaHHs [T® im. boromobosa HAH Ykpainu, a
TaKO)X Ha 00’€fHaHOMY ceMiHapi BiJfi/liB TeopeTW4yHOi (i3WKU Ta Teopii sAepHUX
peakTopiB B IHCTUTYTI aaepHux pociigkenb HAH Ykpainu.

ITyomikarii

Pe3ynbraty guceprailii onmybikoBaHo y 23 poboTax, i3 HUX 5 cTaTell B HAYKOBUX
¢daxoBux xypHanax [1,3-6], 1 po3gin B KosekTuBHiK MoHorpadii [2] Ta 17 Te3
JIOTIOBiieH, 3p0ob/ieHMX Ha HaYKOBUX KOH(epeHIisax [7-23].

CTpykTypa AucepTariiiHoi podoTn
Hucepraiifina poboTa CKIa[@aeTbCsl 3i BCTYIy, 5 po37iiB, BUCHOBKIB, CIIUCKY
BUKOPHCTaHUX kepen 3i 120 HaliMeHyBaHb. [1oBHUI 00csr qucepTatlii cTaHOBUTL 166
CTOPiHOK MAILIMHOMTMCHOT'O TeKCTY i3 BpaxyBaHHSM 42 PUCYHKIB Ta 1 Tab/uIi.
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OCHOBHMUM 3MICT

Y ecmyni o6TpyHTOBaHa aKTyasbHICTh 00paHOi TeMH, chOpPMY/IbOBaHi MeTa Ta 3a-
Jlaui TOC/IiI)KeHHs, [0Ka3aHa HayKoBa Ta MPaKTUYHa LIIHHICTbL OTPUMAaHUX pe3y/IbTarTiB.

Y nepwiomy po30ini fano maTemaTuuHe, 6iosoriuHe Ta KOHLIETITyalbHe TiATIPYHTS
aucepraifiiiHoi poboTu. 30kpeMa, AaHO BHU3HAaUeHHS MO/iesTi 3B’ si3yrodoro HelipoHy (3H)
Ta BUK/IaZIeHi aHa/liTUYHI pe3y/bTaTH, siKi OyJiv paHille oTpyMaHi A/ 1i€i Mogeti i sKi
BUKOPHUCTOBYIOThCSI B pob0Ti. Tako>K BKa3zaHi MPUUMHMU, 3 STKUX A0Ci He Oysio mocmiz-
JKeHO BIUIMB HAasBHOCTI 3aTpPUMaHWX 3BOPOTHIX 3B’SI3KIB HAa CTaTUCTUKY HEUPOHHOI
aKTUBHOCTI.

Y Opyzomy po30ini 37ilicHIOETBCS po3po0Ka 3arajbHOI Metozosorii poboty. Ha
OCHOBI ejieMeHTapHOI Teopii UMOBIPHOCTeM, MPOIMOHYETbCS MeTO, OTPUMaHHSI TOUHUX
BUpa3iB Mg OZHOiIHTepBa/ibHOI P(t) Ta yMOBHOI OaraToiHTepBambHOI P(t.:i|ty,...,to)
TYCTUH HMOBIpDHOCTeM J/is1 JOBXWH BHUXIJHUX MDKIMIynbCHUX iHTepBaniB (MII)
HelpoHy i3 3aTpUMaHWM 3BOpOTHIM 3B’si3KoM (33). Po3pobsieHa cxeMa po3paxyHKiB
Mo>Ke OyTH 3aCTOCOBaHa SiK Zio 30y/I)KyH0Uoro, TaK i /[0 ralbMiBHOT'O HeHPOHY.

Hetipon i3 3aTpumanuM 33 TmpezcTaBise CO00I0 KOHCTPYKIIiFO, KOJU BHUXIiAHI
iMIyJIbCU HEMPOHY HarpaB/ISIOTLCS 3HOBY 10 HbOT'O K Ha BXiJl 3 MeBHOI (hiKCOBaHOMO
3aTpMMKOI0 B yaci A, Puc.1. B sIKOCTi po3nojiny MMOBIPpHOCTel OTPUMAaHHS BXIiJJHUX
IMIy/IbCIB B TEeBHI MOMEHTH 4YacCy B3§TO IyaCCOHIBCbKMM MOTIK. BBakaeThCs, 1[0 B
KO>KeH MOMEHT uacy JiHist 33 Moyke MPOBOJUTH He Oinbliie 1 iMmy/ibCy.

3aTpUMAaHUIl 3BOPOTHIN 3B A30K
|

- " s, =
BXITITHH BHIIAJJKOBHH npone(: []
SRR T l
- AT
| 1 | L1 | 2 < Ny

1 - L BUX1HUIH BHIIAIKOBHI nponec
T — 1aM ATh

Puc.1 3B’s3yrounii HEMPOH i3 3aTPUMaHUM 3BOPOTHIM 3B’SI3KOM. A — 3aTpUMKa
IMITyJ/IbCY B JIiHiI, S — 4YacC JKUTTH.

MeTog, IPDYHTY€ETbCSI Ha TOMY, 1110 CTaH JIiHil 3BOPOTHLOTO 3B’SI3Ky MOXKe OyTH
TiapaMeTpU30BaHU €WHOI0 3MIiHHOMO, sSIKa OM BH3Hauasia IOOXKEHHS iMIYJIbCy B LM
miHil. 3a Taky 3MiHHY MH 00MpaEMO uac >KUTTS S iMIy/IbCY B MiHil 33, TOOTO yac, AKui
JMILIUBCS IMIyJ/IbCY 3 JIiHIT 0 JOCSTHeHHsT BXoy HelpoHy, s/[/]0,A]. Mu po3srnsizaemo
3HAUeHHS S JIMIlle B MOMEHT TouaTKy BuxizgHoro MII — To6T0 ofpa3y mic/ist BUXiZHOTO
NocTpily. My BBOAMMO [OINOMDKHI TYCTMHM MWMOBIPDHOCTEU: TYCTUHY YMOBHHUX
rMoBipHocTel F(t|s), sika 3ajae WMOBIpHICTb OTpuMaTH BuxigHui MII noBXHMHOIO B
Me)Kax Bif t o t+dt 3a yMOBH, 110 YacC XKUTTS iMIYJIbCY B JIiHii 33 y MOMEHT NOYaTKy
I[bOTO CaMOTO iHTepBa/lly CK/ajiaB S; a TaKO)K CTal[ioHapHY T'YCTHHY MMoBipHocTe# f(s)
J/IS1 4aciB KUTTS IMITy/IbCY B JIiHIT Ha MOYaTKy JOBUILHOTO iHTepBady. AKIO QyHKLIT
F(t|s) Ta f(s) Bimomi, ogHOiHTepBa/ibHA T'yCTUHA WMOBIDHOCTEM MO)Ke OyTH 3HaiifieHa
IIJIIXOM iHTerpyBaHHS iX ZI00YTKY 3a BCiMa MO/IMBUMU 3HAUEHHSIMU YacCy >KUTTS S:

A

P(t):{F(t|s)f(s)ds.
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['ycTuHy WiMOBipHOCTEH f(s) MU H_IyKaEMO K po3B’sI30K 6a/1TaHCHOTO PiBHSIHHS:
f P(s

Jie P(s'|s) mo3Hauae rycTHHYy MMOBIpHOCTeH /IJis YaciB JKUTTS iMIYJIbCY B JiHil s' y Mo-
MEHT MoyYaTKy Aeskoro MII 3a yMOBH, 110 Ha TOYATKY MOIepeaHbOro BUuxigHoro MII
yac XKUTTA iMIy/bCy B fiHil 33 cknazas s. B cBoto uepry, ¢yHkuii P(s'|s) Ta F(t|s) mu
3HaXOAMMO TOYHO, 3 MEPIINX NPUHLUIIB, LIIIXOM PO3PaxXyHKYy UMOBIDHOCTEN Pi3HUX
peasizaliiii BXiJHOro IyacCOHIiBCBKOTO Tipotiecy. Bupasu ansi F(t|s) OyayTb pisHuUMM
JUTSI BUTIAZIKIB 30Y/PKyIOUOr0 HEMPOHY, rabMiBHOIO HEMPOHY Ta ralbMiBHOTO HEHMPOHY
3 pedpakiji€to.

st 3Haxo/KeHHs1 6araToiHTepBasbHOI T'YCTUHU YMOBHUX UMOBipHOCTeN P(tn+1|

,essL0) 13 IOBIJIBHOIO KiJIBKICTIO YMOB, n=0,1,..., IlepeiieMo BiJl po3r/sifly MOC/Ii/JOBHOC-

Ti JOBKUH BuxigHux MII t 10 po3rssay nocaigoBHOCTI nap {t,si}, Ae Si Mo3Havya€e yac
JKATTSA IMITYJIbCY B JIiHIT 33 B MOMEHT I0YaTKy BUXIJHOTrO iHTepBasy t;. BBegemMo Criiib-
HYy TYCTUHY WUMOBIDHOCTEN P(tn+1,Sn+1;tn,Sn;...;t0,S0) A/1s1 peastizawiii (n+2)-X Moc/aigoBHUX
nap {t;,Si}, @ TaKOX BiJIMOBi/THy I'YCTUHY YMOBHUX WUMOBIpHOCTEMH P(ty+1,5n+1|tn,Sn;..-;t0,50)
JUIs 1IUX T1ap. B auceprailifidiii poOoTi MU JOBOAMMO, II[0 TIOC/IiIOBHICTb map {t;,S:} €
MapKiBCbKUM TIPOLIeCOM Mepuioro nopsiaky. Jasi, aas 3HaXOmKeHHS P(tn1|tn,...,ts) MU
3[IICHIOEMO HaCTYyTHI KPOKU:

Kpok 1. BUKOpHUCTOBY€EMO BJIaCTUBICTh MapKOBOCTI /ISl MOC/TiIOBHOCTI map {t;,Si}:

P(tn+1’ Sn+15LasSp "';tO)SO):P(tn+1’Sn+1|tn’Sn)"'P(tlisl|t0’SO)P(tO:SO)’

ne P(t,s) Ta P(tx,Sk|ti-1,Sk1) TO3HAUYAOTh BiJTIOBIIHO CTAL[iOHAPDHY I'yCTUHY MMOBIDHOCTEN
Ta T'yCTUHY YMOBHUX WMOBIpHOCTeH /7151 map {t,s}.

Kpok 2. 3naxonumo P( tn+ 1,6ns---5t0) IULXOM iHTerpyBaHHs 3a BCiMa 3MiHHHUMMH S;:

P(tn+1’ n’ to fdsofdsl .fdanrl n+1’ n+1’tn’sn"“’t0’so)'

ds

Kpok 3. BUKOpHUCTOBYEMO 03HaU€HHSI YMOBHUX MMOBIDHOCTEN:
P(tn+1|tn""’t0): P(t”+1’t”""’t0) .
P(t,,...,t,)

Hani B njpomy po3Aisi Mu oTpumMyemo Bupasu ajas P(t,s) ta P(ti,Sk|ti1,Sk1) B
TepMiHaX O3HaueHWX Buille QYHKOK F(t|s) Ta f(s). B HacTymHuUX po3pisax OygyTb
oTpyMMaHi TouHi Bupasu jns F(t|s) Ta f(s) okpemo [7si BUMAJKIB 30y/)KyHOUOro
HeWpOHY, Ta/IbMiBHOTO HEMPOHY Ta TaJibMiBHOI0 HelpOHY 3 pedpakiiieto. ITicas poro,
B KO’)KHOMY 3 TPbOX BUIIAJKiB, Oy/e 3ailicHeHo Kpoku 1—3 /17151 3HaX0/pKeHHs TYCTUHU
UMOBIpHOCTeN P(tn+1|tn,...,t0). AHaMi3yt0uM OTPUMaHi BUpa3u B KOKHOMY BUIaJIKy, MU
JIOBOJIUMO, 1110 QYHKLisST P(tn+1|tn,...,t0) 3a7€KUTH Bif, yMOBH t, AJis1 BCixX n. Lle o3Hauae,
1110 HeoOXi/THa yMOBa MapKOBOCTi MOPSIAKY N

P<tn+1|th"':t]Jt0)=P(tn+]|tn:"':t1)

He BUKOHYETbHCS 3a )KOJHUX 3HaueHb n (BU3HAUeHHS] MapKiBCbKOIO TMPOLIECY MOPSAKY N
IuB. B [2*]). Takum uMHOM, MU [JOBOAMMO, 1110 MOC/IiJOBHICTh JOBXWH BUXigHUX MII
HelipoHy i3 3aTpuMaHuM 33 He Moyke OyTH TIpe/CTaB/ieHa SIK MapKiBCbKHMM ITpOIieC
JesTKOTO CKiHUEHHOTO TIOpSiAKY. MU [0BOAMMO 1l [Jid BUMAJAKY 30y/PKyHOUoro
HelpOHY, raJibMiBHOTO HEMPOHY Ta rajibMiBHOTO HeHPOHY 3 pedpakiii€to.

Kpim 1poro, B Apyromy po3zijii OnmcaHo KOMIT FOTepPHY IIporpamy, CTBOPeHy /s
YMCeIbHOI MepeBipKA OTPUMAaHUX aHa/liTUUHUX pe3yJbTaTiB, a TaKOXK [/ OTPUMAaHHS




pe3y/bTaTiB B TUX BUIAJKaxX, KOJIM aHaJIITAUYHI pO3paxXyHKU IIOB’g3aHi 31 3HAUYHUMU
MaTeMaTUYHUMU CKJIaJHOCTSAMU.

Y mpembomy po30ini [KOCTiHKyeThCs 30YKYIOUMM HEHPOH i3 3aTpUMaHUM
3BOPOTHIM 3B’si3koM. Bci BUXifHi iMmyibcu 30y1Kyrouoro HelipoHy — 30y/1Kytoui, B
TOMY YHCTi ¥ Ti, SIKi BiH HampaBisie 0 cebe X Ha BXig uepe3 jiHit0 33. ToX B I[bOMY
BUTAAKy HeWpOH oTpuMye 30y[Kyroui iMIy/nbCcHM sK Bif iHIIMX HeWpOHIB
(MyacCOHIBCBbKWM TMOTIK), TakK i Bifj BIaCHOrO BUXIiJJHOTO MOTOKY 4Yepe3 JIiHil0 3BOPOT-
HBOTO 3B’513Ky. Ha oCHOBi MeToz0/10Tii, po3p00/ieHOI B APYroMy po3ili, B TPETHOMY
PO3i/li BUBYAKOTHCSI CTaTUCTUYHI BJIACTUBOCTI MOC/IIOBHOCTI JOBXUH BuxigHux MII
1]i€i KOHCTPYKIIii. 30KpeMa, po3paxoBaHO OZ/HOiIHTepBa/ibHY P(t) Ta yMOBHy OaraToiH-
TepBanbHy P(ty:1|tn,...,ts) TycTHHY ¥iMoBipHOCTe# (I'M) A5 AOBXUH BUXigHMX MIL.

40 T T T T

Puc.2 OpHoinTepBanbHa T'Ml P(t) pns
30 L i JOBXWH  BuXigHUX MII 30ymKyrouoro
HelipoHy i3 3aTpuMaHuM 33 5K GyHKLIis
20 4  [OOBXMHMA t BUXIJHOrO  IHTepBay.
3aTpuMKa iMnyJsiscy B iHil 33 A = 18 mc.
HasiBHiCTh 3aTpyMaHOro 33 MNpPU3BOJAUTH
| m Jo TmosBU O-QyHKIiI B Toulli t=A,
0 002 004 006 008 0.1 BHHUKHEHHS PO3PUBIB Ta MYJIbTUMO-
ISTduration, 5 JanbHOCTI PyHKIIiT P(t).

Inst 3H 3 moporom 2 (kKo HeMpoH noTpebye 1joHaliMeHIIe 2 BXiJHUX iMITy/IbCU
JIIS1 TeHepallil BUXiIHOT0) TYCTUHU MMOBIPHOCTeM OTPUMAHO aHa/IITUYHO Ta UKCE/BHO,
[UIsl BUIIUX TIOPOTiB — umcesibHO. OTpuMaHi (QyHKIii MicTaTh CyTTEBi 0C0O/IMBOCTI,
Ki CBiTuaTh TIPO Te, 1[0 MOKe CTATHCS 3i CTATUCTUKOIO aKTUBHOCTI OKPEMUX 30YIKYI0-
YMX HEHPOHIB, SIKI[O 3 HUX YTBOPUTU Mepexy i3 3aTpUMaHMMU 3BOPOTHIMH 3B’ SI3KaMH.

Tak, HasgBHICTH 3aTpUMaHOro 33 TPU3BOAUTHL O MYJIbTUMOJA/TBHOCTI, TOSIBU
O-dyHKLii Ta po3puBiB B oHOiHTepBanbHiil I'M P(t), Puc.2. [TonoxeHHs O-GyHKIii BU3-
HayaeThbCsl yacoM A 3aTPUMKHU iMITy/ibCy B miHii 33 i moB’si3aHe 3 MpUX0A0M 30yA-
JKYHOUOro iMMIyJ/bCy 3 JIiHil yepe3 A ofyHHWLb Yacy TiC/as MorepefHbOro noctpiny. B
peanbHUX HeMPOHHUX MepeXKax 3aMicTb O-QYHKIIT CJTifi OuiKyBaTH MOSIBU Pi3KOTO TIKY.

Kpim 115010, 0OTpUMaHO TOYHI BUpPa3u /I cepefHbOI TpUBaAIOCTI BuxigHoro MII,

2 2
<t>, ta Koe(iuieHnrty Bapianii (KB), CVZE% . [ns ¢i3iosnorivHo peanicTUYHUX
3HaueHb iHT@HCHMBHOCTI BXigHOI CcTUMYJIALii Oy/0 oTpuMaHO BUCOKi 3HaueHHS KB, B
Mexxax Big 0.5 go 1, i HaBiTh g0 1.34 paia peskux 3HaueHb napametpis. Lle
y3ro/KY€ETbCS 3 BiJOMUMM eKCIepUMeHTaJIbHUMU pe3yJibTaTaMy [1*] 1040 BHUCOKOI
BapiaTBHOCTI moBXuUH MII HelipoHiB Kopu rosioBHOro MO3Ky. [oci He Oymo
3apONIOHOBAHO TEOPeTUYHOI'O MOSICHeHHS Lii€l BUCOKOI BapiaTUBHOCTI. 3HaueHHs KB
[uist HelipoHy 6e3 33 Oy/i0 TeopeTUUHO OIfiHeHO aBTopamu [1*] B Mexxax 0.2+0.4, 110 €
3HAUHO HWKYe 3HaueHb, OTPUMAaHUX 3 eKcriepumeHTy. Haiii pe3ysibTaTy CBijuaThb mpo
Te, II[0 caMe HasiBHiCTb 3aTPMMAHOT0 3BOPOTHBOTO 3B’SI3KY MPU3BOAUTE [0 30i/IbITIEHHS
BapiaTUBHOCTI AoBXuH MII HeWpoHIB B Mepexi, 1[0 TMOSCHIOE 3rajiaHi
eKCIleprMeHTa/IbHI pe3yJ/ibTaTy.

Hapermri, HasiBHiCTb 3aTpumaHoro 33 TIPU3BOAUTL [0 TOSIBU O—(YHKIi B
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GaraToiHTepBa/bHi T P(t,:1|tn,...,ts) pns Bcix n=0,1,..., Puc.3. AHani3yroud Lt0
CUHTYJIIDHY 4YaCTUHY, MM T[IOKa3yeMo, 10 QYHKUisT  P(ty:1|tn,...,ts) 13 JOBIIBHOIO
KIJIBKICTIO YMOB 3aBX/JW 3a/le)KUThb BiJ yMOBU t,. Lle 03Haua€, 1m0 MOC/IJOBHICTb
noxuH Buxiguux MII 3H i3 3aTrpumanuM 33 He € MapKiBCbKUM IPOLIECOM SKOT'OCh
CKIHUEHHOTr'0 TIOpAAKY. TakuM UMHOM, HasgBHICTH 3aTPpUMaHOro 33 TMPU3BOAUTHL [0
HEeMapKiBCbKOI CTaTUCTUKHU BUXIJHOrO MOTOKY HeMpoHy. OCKIJIbKM B DPO3IJISHYTIN
CHCTeMl HeMapKiBCbKa T[IOBeJiHKA BWHUKAE BUK/IIOUHO 3aBJSKA 3aTPUMaHOMY
CaMOBIIJIMBY HEHPOHY, IPUPOAHBLO MPUITYCTHUTH HasBHICTh TTOAiOHOI 1MoBe[iHKY B Oyib-

AKIA CUCTeMi i3 3aTPUMaHUMU 3BOPOTHIMU 3B’ SI3KaMU.
400

Puc.3 T'ycTuHa yMOBHMX HMOBIpHOCTEU
P(t:|ti,t)) anst JOBXKWH TPbOX TMOC/IiIOBHUX
BuxiiHux MII sk &yHKIiga TpHBaNOCTi
iHTepBany t,. Po3rnsifaeTecs CUHTY/ISPHA
oo | | yactuHa GyHKUiT  P(t|ti,t)). Ha paBox
rpadikax BCi rapamMeTpu OJHAKOBi, OKpiM
‘ : ‘ ) 3HaueHHsT YMOBH {o:

0 0.003 0.006 0.009 0.012 0.015 _ .

s (a) to = 3 mc;

300

200

probability density P(12It1,t0), 1/s

—
=
=

400 : ‘ ‘ ‘ (b) to=1 mc.
B o6ox Bumagkax t; = 6 mMc, A = 8 mc.
Kinbkicth O—GhyHKIiN pi3Ha: mipu t, < A,
t1 <A, to+ t; > A 1Bi O~dyHKILii B TOUKax
tb=A t-=A-1t (a), opu tp + ;< A Tpu
100 ] O-OYHKII B TOUKax t» = A, t = A - t,
MWWMMM% tr=A-1t - to (b). 3 mopiBHsAHHA rpagikis
0 003 006 009 0012 ooi: OYEBHJIHO, IO HAsABHA 3a/I€XHICTh (YHKUII
2, s P(t2|t1,to) BI,Z[ to.

300 r

200 r

probability density P(t2It1,t0), 1/s

—
=3
=

IIi pe3ynbTaTd [J03BOMSIIOTH 3pOOMTH BHCHOBOK IIpO Te, IO HAasBHICTh
3aTPUMAaHOr0 3BOPOTHBOI'O 3B’A3Ky MOKe CYTTEBUM UWHOM 3MIHUTHU CTaTUCTUKY
HeWPOHHOI aKTUBHOCTI, TIOPiBHSIHHO 3 BUTIaIKOM 0e3 33.

SIKicHO mToZiOHI pe3ynbTaTH OYy/I0 OTPUMAHO TAKOXK UYMCELHO /s HeMpPOHHOI
MoZeJii iHTerpaTop 3 Brpatamu 3aMicTb 3H. Lle miAIITOBXY€E 10 BUCHOBKY, 1[0 B Mepexi
30y IPKYIOUHMX HeHMPOHIB CTaTUCTUYHI XapaKTePHUCTHUKUA BUXiHOTO CUTHAMTY 3yMOBJIEHi B
OCHOBHOMY CTPYKTYPOIO Mepexi (apXiTeKTyporo ii 3B’sI3KiB) Ta CTaTUCTHUKOI BXiJHOTO
CUTHaMy, i B 3HaUHO MeHIlii Mipi — fAeTasnsamMu GyHKI[IOHYBaHHS Ta iHUBiAya/TbHUMU
KiZIbKiCHUMH XapaKTepUCTUKaMU OKPEMUX HEMPOHIB.

Y uemeepmomy po30ini [OCTIKY€ETbCSI Ta/IbMiBHUM HEUPOH i3 3aTpUMaHUM
3BOPOTHIM 3B’SI3KOM. Bci BUXiZIHI iMITy/IbCH rajibMiBHOTO HEMPOHY — Tra/IbMiBHi, TOMY
B LIbOMY BUTIAIKy HEMPOH OTPUMYE 30yI)KyIoUi iMIy/IbCH BiJ] MyacCOHIBCHKOTO MOTOKY
I rajbMmiBHI — BiJi BJaCHOTO BUXIJHOTO TIOTOKY uepe3 uiHit0 33. Ha 0CHOBI
MeTozo/I0Tii, po3pobsieHol B APyroMy po3Zili, B UeTBEPTOMY PO3[iji BHUBUAIOTHCS
CTaTUCTUYHI BJIACTUBOCTI TOCIIZOBHOCTI OOBXWH Buxiguux MII 1ji€i KOHCTpyKLUii.
30KpeMa, pO3paxOBaHO OJHOIHTepBa/bHY P(t) Ta yMOBHY OaraToiHTepBaJbHY
P(tn+1|tn,...,ts) TyCTUHY HIMOBipHOCTeU A1 JOBXUH BuxigHux MII: anis 3H 3 nmoporom 2



aQHaJIITUYHO, ISl BUIUX IOPOriB — uucesbHO. OTpUMaHi pe3y/bTaTH CBiJyaTh PO
BIUIMB HAsIBHOCTI 3aTPUMAHOro 33 Ha CTaTUCTUKY HEMPOHHOI aKTUBHOCTI.

3’4COBaHO, 1110 HAasBHICTb 3aTpUMaHOro 33 TIpU3BOAUTHL [0 BUHUKHEHHS
6iMoganpHOCTI  (yHKIlii P(t) Ta TIOSIBU B Hikl po3puBY (BiJ’€MHOr0 CTpUOKY) B TOULI
t = A, Puc.4. HagBHiCTh [JbOr0 pO3pUBY IOB’si3aHa 3 MPUXO00M rajlbMIiBHOIO IMITy/IbCY
3 ninii 33. fkicHO mofibHi pe3y/nbTaTH OTPUMAHO TAKOX 1 [/1s1 MOZesii iHTerpaTop 3
BTpPaTaMHu i3 3aTPUMaHUM 3BOPOTHIM 3B’ I3KOM rajibMiBHOI Aii.

40

Puc.4 OpHoinTepBanmbHa I P(t) nnd
30 1 1 IOBXMH  BuxigHux MII rasbmMiBHOTO
HelpoHy i3 3aTpuMaHuM 33 K (YHKILis
JIOB)XUHU ( BUXIJHOrO iHTepBady. 3aT-
10 1 pUMKa immnynbcy B jiHii 33 A = 8 mc.
0 ‘ , , HasBHicTb 3aTpuMmaHoro 33 MOpPU3BOJUTH
0 0.02 0.04 0.06 008 g0 OiMoganbHOCTI Ta BUHMUKHEHHS
ISI duration, s po3puBY B Toulli t=A QyHK1ii P(t).

20

probability distribution

TouHi aHa/MTUYHI BUpasyd OTPUMAHO TaKOX [Jis cepedHbOl AOBXUHU MII Ta
KoedinjieHTy Bapiarii. 3a (i3io/0riuHO peaniCTUUHUX 3HaueHb iHTEHCHMBHOCTI BXi/HOI
CTUMYyISLiT, 3HaueHHs Koe(iljieHTy Bapiallii oTpumaHo B Mexxax Bif 0.5 mo 1.0, mjo
Y3rO/PKYETbCSI 3 eKCIepuMeHTaTbHUMM JaHuMHU [1*] 11100 BHMCOKOI BapiaTMBHOCTI
0BXMH MII HeMpOHIB KOpU rOJIOBHOTO MO3KY CCaBLIiB.

150 Puc.5 T'yctiHa yMOBHMX HMOBiIpHOCTEU
P(t:|t1,t0) Aj1s1 JOBXKHH TPhOX MOC/IiIOBHUX
BuxigHux MII sk ¢yHkUis TpuBanocTi
iHTepBany t,. Po3rnsgaroTbCsd poO3pUBU

dyHkLil P(t:|t;,ts). Ha aBox rpadikax Bci

100

50

P(t21t1,t0), 1/s

0 ‘ ‘ ‘ ‘ rapamMeTpu OJHAKOBi, OKpIM 3HaueHHs
0 2 4 6 8 10  yvoput:
2, ms (a) to = 3.5 mc;
(b) to = 2.5 MC.
w150 B o6ox Bumazkax t; = 3 mc, A = 6 Mmc.
;; 100 | KinbKicTe po3pMBiB pisHa: mpu t) < A,
= t; <A, to+ t; > A 1Ba pO3pUBH B TOUKAX
S 50 =N to=A-t (), npu ty+ < A Tpu
a PO3pUBHU B TOUKax t, = A, t = A - t,
0 tr=A-t; -ty (b). 3 mopiBHsHHS rpadikiB

0] 2 4 6 8 10 OYEeBH/IHO, 110 HasgBHA 3aJIeKHICTh
t2, ms

byHKUil P(t2|t,t0) Bif, to.

Hapemti, HasgBHICTb 3aTpuMaHOro 33 TIPU3BOAWUTH [0 TIOSBU PO3PUBIB B
6aratoinTepBanbHiii ['U P(tn+1|ty,...,to) A5 BCix n=0,1,... [To/10’)KeHHS LUX PO3PUBIB BU3-
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HAua€eTbCs CIIiBBiJHOIIEHHSMM MK 3HaueHHSIMM YMOB to, ti,..., t, i mapameTpoMm A,
Puc. 5. Mu cTporo f0BoAMMO, 1[0 ITOJI0’KeHHSI OJHOT'0 3 PO3PUBIB 3a/1€KUTh BiJ} YMOBU
to. Lle 03Hauae, 1110 noc/igoBHICTh BuxigHMx MII rasemiBHoro 3H i3 3arpumanum 33 He
€ MapKiBCbKUM IPOLIECOM ZeSIKOTO CKIHUeHHOT0 MopsAKy. Mu 10X0AMMO BUCHOBKY, 11]0
caMe HasiBHICTb 3aTPUMAaHOr0 3BOPOTHBOI'O 3B’S13KY MPO3BOAUTH 10 HEMAapKOBOCTI I10C-
nigoBHOCTI moBxuH BuxigHux MIL. Lleit dhakT mae 6yTH BpaxoBaHHWM MpU aHami3i Heil-
POHHOI aKTUBHOCTI B Oyib-sIKili CICTeMi 3i 3BOPOTHIMH 3B’ I3KaMHU.

Y n’samomy po30ini [0CIiI)KYETbCA TaJbMiBHAW HEMpPOH 3 pedpakiii€ro i
3aTPUMaHUM 3BOPOTHIM 3B’SI3KOM. B 11bOMy BUMaJKy HEHWPOH MPOTATOM MEBHOTO 4acy
TTiC/1s1 KOJKHOT'O TTOCTPi/Ty ONMUHSIETLCS B CTaHi pepakTepHOCTI, KOM BiH irHOpye Oy/b-
sKi BXilHi CuUTHa/id. [3 3araibHUX MipKyBaHb BUILIMBA€, 1[0 HasBHICTb pedpakiiii
3MeHITye edeKTy ram’sTi B iocstigoBHocTi MII HelipoHy. Y noniepefiHixX po3aiiax 0ysio
JI0Be/IeHO, 110 TIOC/iOBHICTh MOBXUH Buxigaux MII i 30ymKyrouoro, i raibMiBHOTO
HelipoHy i3 3arpumManuM 33 € HeMapKiBCbKOW. MeTow 1bOro po3finy Oyso
NepeBipUTH, YU Lied pe3yJibTaT 3a/IMILIAEThCS CIIpaBe/IMBUM 3a HasIBHOCTI HEHYJIbOBOIO
pedpakTepHOro nepiozy, ToO6TO UM HasIBHICTh pedpakiiii He MOPYIye HEMapKOBOCTI.

[ns 1boro, Ha OCHOBi MeTojo/ioTii, po3pobneHoi B ApyroMmy posfiii, Oyno
OTPMMAaHO TOYHI aHaJiTUYHI BUpa3u [/s1 TYCTUHU YMOBHMX WMOBIpHOCTEN P(t+1|
tny...,t0). [I0Ka3aHo, 1110 i y BUMaAKy 3 pedpakiji€ro HeoOXiHa yMOBa MapKOBOCTi TTOPsi/i-
KY N He BUKOHY€THCA 3a KOAHUX 3HaueHb n. TakuM UYMHOM, He 3Bakarouu Ha Te, 11]0 Ha-
SIBHiCTb pedpakiiii MpU3BOAUTb [I0 3MeHIlIeHHsS KopeJislliii Ta edeKTiB Mmam’sTi B MOC/Ii-
JIOBHOCTI MDKIMIY/JIbCHUX IHTEpBaJliB, BOHA BCe X TaKU He 3/aTHA SIKICHO 3MIHUTH
HEMAapKiBCBKOT'O XapaKTepy HEMPOHHOI aKTUBHOCTI CUCTEMHU 3i 3BOPOTHIM 3B’ I3KOM.

Mu j0XOLMMO BHUCHOBKY, 1110 Came HasiBHICTb 3aTPYMAaHOI'0 3BOPOTHLOIO 3B’SI13KYy
MPU3BOJUTE [0 KOPeJsLid Ta HeMapKiBCbKOI CTATUCTUKU HEMPOHHOI aKTUBHOCTI, i BBa-
»KaeMo, 1110 MoAiOHOT MOBeAiHKU B CUCTeMi 3i 3BOPOTHHMMU 3B’sI3KaMU CJIifl OUiKyBaTh
TaKO>K NP 3aCTOCYBaHHI iHIIWX HEUPOHHUX MOZesieN Ta [/ peaJlbHUX HeUPOHIB.

IcHyBaHHS KopeJisitiii B ocsizoBHoCcTi MII 6y10 HeoJHOpa30BO MPOIEMOHCTPOBA-
HO Ha OCHOBi eKClepUMeHTa/JIbHUX JaHUX [/ peasbHUX Oiosioriunnx 06’€KTiB.
HalinpocTilliiMu BUTIaJKOBUMH TIpOLjeCaMU 3 KOpessljisMU € MapKiBCbKi TpoLiecu
pisHux mopsakiB. PatHam i HenbcoH [3*] oLiHWIM TIOPSIAOK MapKOBOCTI B
rnoctigoBHoCcTi MII Ha OCHOBI eKCliepUMeHTa/IbHUX JaHuX. BoHM oTpuManu, Mo
nocmiioBHicTb MII € abo MapKiBCBKMM IIpOIlecOM TIOpSIAKY He MeHIne 7, abo 1ie
HEeMapKiBCbKUM Tiporjec. Hamii pe3ysibTatvl [jal0Th TEOpPeTUUYHE TOSICHEHHS 3raflaHuM
eKCIIePUMEHTA/IbHUM JIaHUM. A caMe, HasBHICTb 3aTpuMaHuX 33 MK HeHWpOHaMu
HEPBOBOI CMCTEMU TMPU3BOJUTH [0 BUHUKHEHHS KOpesslii Ta HeMapKiBChKOI
CTaTUCTUKU HEUPOHHOI aKTUBHOCTI.

Y eucHo8Kax mi/ICyMOBYIOTbCSI OCHOBHI pe3y/ibTaT POOOTH.

BN CHOBKMN

B guceprauiil JOC/TiIpKeHO BIVIMB HAasgBHOCTI 3aTPUMAaHOI0 3BOPOTHBOTO 3B’ S3KY
(33) Ha CTaTUCTUKY AaKTHMBHOCTI IMIYJbCHUX HEWPOHIB. PO3r/ISHYTO BUIAgKU
30y/I>Kyrouoro HelpoHy i3 3aTpumanuM 33 (i), Ta/lbMiBHOTO HEHMPOHY i3 3aTpyMaHuM 33
(ii) Ta rasibMiBHOTO HeMpPOHY 3 pedpakiji€to i3 3aTpumanum 33 (iii).
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1. 3HareHO IBHUM BUIJISZ Ta YMCENIbHO AOC/I/PKeHO OJHOIHTepBalbHy I'yCTUHY MMO-
BIDHOCTeU AJ1s1 JOBXMH BHUXIJHUX MiKIMITy/bCHUX iHTepBaniB (MII). ¥ Bumazaky (i)
3HalifieHa TyCTWHa WMOBIPHOCTEH Ma€ psJ 0COO/IMBOCTEM, 30KpeMa, BOHA € TI0JIiMO-
JlambHOIO (PYHKIIi€l0 (Ma€ eKijibka MaKCMMYMIB) Ta MiCTUTh CHUHTYJISIPHICTh Y BUIJISI
3cyHyToi O-dyHKIil [lipaka. ITosoxkeHHs1 O-yHKI[ii BH3HAUAETbCS YaCOM 3aTPUMKHU
iMmysibcy B jtiHii 33. TIOpiBHSIHHSL 3 aHA/IOTiYHUM pe3y/bTaToOM [/s1 HelpoHy 6e3 33
JI03BOJIsIE 3pOOMTH BUCHOBOK IO Te, 1110 CaMe HasBHICTh 3aTpUMaHOro 33 TMpPU3BOUTh
710 TIOSIBM BKa3aHUX 0COO/IMBOCTEN B OZHOIHTEPBa/IbHIM T'YCTHUHI IMOBipHOCTeH;

2. Y Bunazky (ii) ofjHOIiHTepBasbHa I'yCTUHA WMOBIPHOCTEN TaKOXX Ma€ psif crerudiu-
HUX 0C0O/MBOCTel: BOHA € 6iMozambHOI (YHKI[IER0 JOBKUHM BUXiJHOTO iHTepBaIy Ta
MICTUTb PO3PUB, MOJIOXKEHHS IKOTO BU3HAUYAETHCSl YaCOM 3aTPUMKU IMITY/IbCY B JIiHIT 33.
bimozanbHICTh OJHOIHTEPBA/IBHOI TYCTUHU WMOBIDHOCTEM O3Hauae, 10 A0BXuHU MII
OyZyTb TlepeBa)KHO KOHILIEHTPYBaTUCS HABKOJIO IBOX 3HaueHb, 1110 BiJTIOBi/Jal0Th TiKaM
B T'YCTUHI WMOBipHOCTel. HasiBHiCTb pO3pHBY Ta BUHHKHEHHs GiMOAanbHOCTI CIIif
TPaKTyBaTH SIK pe3yJibTar Aii JIiHii 33;

3. Ons BunazkiB (i) i (ii) 3HaW/eHO sIBHI BUpa3M [Jisl JOBXUHU CepeJHbOT0 BUXIiJHOTO
iHTepBany Ta A/s KoeditieHTy Bapiaiiii (KB). IToka3zaHo, 1[0 HasiBHiCTb 3aTPUMaHOTO
33 mnpu3BOAUTHL [0 30i/bllleHHsT BapiaTUBHOCTI A0BXMH MII 30ymKyrounx Ta
ra/ibMiBHUX HEUPOHIB, MOPiBHAHO 3 BUMAZAKOM 0e€3 3BOPOTHBROrO 3B’s3Ky. OTpuMaHi
3HaueHHs1 KB y3romkyrTbCsd 3 eKCHepUMeHTaJbHUMHM [JaHUMH L[OA0 BHUCOKOI
BapiaTUBHOCTI MKIMIYJ/IbCHUX iHTEPBaJIiB HEMPOHIB KOPU rOJIOBHOT'O MO3KY CCaBLIiB;

4. Ons Bunagkis (i) Ta (ii) mocmimkeHo baratoiHTepBasbHY TYCTUHY WMOBIPHOCTEM AJist
JOoBXUH BuxigHux MII. IIlngxoMm aHasmizy OTpPUMaHUX aHaliTUUHUX pe3yJ/bTaTiB
JIOBe/IeHO, 1[0 JOBXWHM CyCigHix BuXigHux MII B 000x BumazKax 3KOpe/bOBaHi, i,
GisbIlle TOTO, IO TIOC/TiOBHICTL JOBXKUH BUXigHMX MII He Mo)ke OyTu IpezcTaB/ieHa
K MapKiBCbKUM TIpOLIeC [IesKOTO CKiHUeHHOro Tiopsiiky. Lle y3romkyerbcsi 3
eKCIepUMeHTa/IbHUMU JaHUMU [I/151 HeUPOHIB F'OJIOBHOTO MO3KY;

5. BrimB HasiBHOCTI pedpakiiii Ha CTaTUCTUYHI BJIACTUBOCTI HEWPOHYy 3i 3BOPOTHIM
3B’SI3KOM J0CJIi/I)KEHO Ha npukaazi (iii). ZloBemeHo, 110 i B LIbOMY BUMAAKYy MOC/IiIOB-
HiCTb AOBXUH BuxifjHuX MII He € MapKiBCbKHM IMpPOLIECOM SIKOTOCh CKIHUEHHOTO I0-
psaaKy. Takum UMHOM, He 3Ba)kalOud Ha Te, 110 pedpakiiisi 3MeHIye e(eKTH MaM’sTi B
nocaigoBHocTi MII, BiIHOBUTH BIaCTUBICTh MapKOBOCTI B Liiki MOC/Ii/JOBHOCTI BOHA BCe
K TaKW He 3/1aTHa;

6. fIkicHo To/iOHi pe3ybTaT OTPUMAaHO YMCE/ILHO B pe3y/bTaTi 3aMiHU MOZeJTi 3B’ s13y-
0UOr0 HEMPOHY Ha MOJeJb iHTerpaTrop 3 BTpaTaMu. Lle miAIITOBXye 10 BUCHOBKY, 110
CTaTUCTUYHI XapaKTepPUCTUKU BUXIJHOTO CUTHaly 3YMOBJIEHi, B OCHOBHOMY,
CPYKTYpOIO Mepexi (apXiTeKTyporw 1 3B’SI3KiB) i TWUM, Ud € HEWPOHU B HiM
30y/KYIOUMMH, YW TaJbMiBHUMH, i B 3HAUHO MEHIIM Mipi — iHAWBigya/bHUMH
KiZIbKiCHUMH XapaKTepUCTUKaMU OKPeMUX HEHMPOHIB, UM JieTa/IsIMU X (DyHKI[IOHYBaHHSI.
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AHOTAIIIA
KpaBuyk K.I'. CTaTHCTHYHI B/IaCTUBOCTiI aKTUBHOCTI iMITy/IbCHMX HEHPOHIB 3a
HasIBHOCTIi 3BOPOTHIX 3B’s13KiB — Ha npaBax pykonucy.
Mucepraliiss Ha 3400yTTS HAayKOBOT'O CTyTeHS KaHgujaTa (i3MKO-MaTeMaTHUHUX

Hayk 3a crewjiasibHicTiO 01.04.02 — TeopeTnyHa ¢i3uka. — [HCTUTYT TeopeTUUHOI (i3nKU
iMm. M.M. Boromo6oBa HAH Yxkpainu, Kuis, 2014.

Hducepraljigs npucBsyeHa [JOC/IKeHHIO BIUIMBY HAsiBHOCTI 3aTPMMaHUX B Yaci
3BOPOTHIX 3B’SI3KiB Ha CTaTUCTUKY HEWMPOHHOI aKTUBHOCTI. PO3r/IsIHyTO OjMH HEHPOH i3
3aTpMMaHKM 3BOPOTHMM 3B’SI3KOM, CTUMYJIbOBAHUM MyaCOHIBCBKMM MOTOKOM BXIiJJHUX
iMnysibciB. OKpeMO pO3IJISHYTO BUMaAKW 30y/pKyrHouoro i raabMiBHOTO HeWMpOHIB.
OTpyMaHO TOYHI aHaMiTUYHI BUpa3u [jisi OAHOIHTepBa/JbHOI Ta OaraToiHTepBaJbHOI
I'YCTHH UMOBIpDHOCTEN [J/1s1 JOBXKUH BUXIHUX MIDKIMITY/IbCHUX iHTEpPBaJIiB, a TAKOX /IS
cepeZiHbOI TPUBAJIOCTI BUXIiJIHOTO iHTepBanay Ta KoedillieHTy Bapiariii. [TokazaHo, 1110
HasBHICTb 3aTPUMaHOIO 3BOPOTHHOI'O 3B’S3KYy IIPU3BOAUTL [0 II0SBU BHUpPaKeHUX
0COOMMBOCTEM B OJHOIHTEpBaNbHIlA TYCTUHI MWMOBIpHOCTeH, a TakKOXX CITPUUMHSIE
CyTTeBe 30i/mblieHHs Koedil[ieHTy Bapiallii, MOpPiBHSIHO 3 BUIAAKOM 0e3 3BOPOTHHOIO
3B’s13Ky. [loBeJjeHo, 1110 HasBHICTb 3aTPMMAaHOI'0 3BOPOTHBOI'O 3B’SI3KY IPU3BOAUTH [0
HEMAapKiBChKOI CTaTUCTUKA HEUPOHHOI aKTUBHOCTI.

K/ir04oBi ci0Ba: HeMPOH, 3BOPOTHIN 3B’S130K, PO3MO/II JOBKHAH MiXKIMITY/TbCHAX
IHTepBasiB, HeMapKiBCbKa CTaTUCTUKA, KOpeJsLii.

AHHOTAIISA
KpaBuyk K.I'. Craructiueckue CBOHMCTBA AKTUBHOCTH MMITY/IbCHBIX
HeMPOHOB NMPH Ha/IMUUHU 00paTHBIX cBA3eH - Ha mpaBax pykonucu.
Huccepralisi Ha  COMCKaHWe HAy4yHOM  CTeleHW KaHAWAarta  (U3MKO-
MaTeMaTHUeCKUX HayK 10 creipaabHoctd 01.04.02 — TeopeTtuueckas (usvka. —
WUuctutyT Teopetrueckont pusuky um. H.H. boromo6osa HAH Ykpaunsbi, Kues, 2014.

Huccepraiiyisi TIOCBsilIleHa WCCIeI0BAaHUIO BJIMSIHUS 3a/ieP’KaHHbIX BO BpeMeHHU
o0OpaTHBIX CBsi3eli Ha CTaTUCTHUKY HEHPOHHOW aKTUBHOCTU. PacCMOTpeH ofuH HEMpPOH C
3alep>kaHHOUM 00paTHOM CBsA3bI0, HAXOZSIUICS 107 [JelCTBHeM IyaCCOHOBCKOTO
MOTOKAa BXOJSIIUX WUMIYNbCOB. OT/eNMbHO PacCMOTPeHbI Cydyad BO30YXKAAOLero u
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TOPMO3s11[er0 HeMPOHOB. [lo/lyueHbl TOUHBIE aHATUTHYECKUE BbIpaXKeHUs [/isl OHO- U
MHOTOMHTEPBa/lbHOW TUIOTHOCTEM BEPOATHOCTUM /sl JIMH HWUCXOJSALIMX — MeX-
VMMITy/IbCHBIX WHTEPBA/IOB, a TaKXXe [Jisi CpeJHEeN [JIMHbI WCXOJSILero WHTepBajga U
KoadduimenTa Bapualmu. [loka3aHo, UTO HajquWuue 3afiepXkaHHOW 0OpaTHOW CBSI3U
TIPUBOJUT K TIOSIBJIEHUIO BBIDA’KEHHBIX 0COOEHHOCTEeH B OJJHOMHTEPBATbHOM TJIOTHOCTH
BEpPOSITHOCTEM, a TakKKe K CyIIeCTBeHHOMY yBeludeHUI0 Ko3dduiiMeHTa Bapualiv, o
CpaBHEHMIO O ciayyaeM 6Ge3 obOpaTHOU cBsi3u. [Joka3aHO, UTO Ha/iuuve 3a/iep’KaHHON
o0OpaTHO¥ CBsSI3W TIPUBOJUT K HEMapKOBCKOM CTaTHCTHKe HEMPOHHOW aKTHBHOCTH.
KntoueBble  c/ioBa:  HeMipoH, oOpaTtHasi CBs3b, pacrpefesieHue  [JJIUH
MEeKUMIMYJIbCHBIX UHTEPBA/IOB, HEMapPKOBCKasl CTaTUCTUKA, KOPPeJISLIUM.

ABSTRACT
Kravchuk K.G. Statistical properties of impulse neurons activity in presence
of delayed feedback — Manuscript.
Thesis for the Doctor of Philosophy degree (Candidate of sciense in Physics and
Mathematics) in speciality 01.04.02 — theoretical physics. — Bogolyubov Institute for
Theoretical Physics of National Academy of Sciences of Ukraine, Kyiv, 2014.

The purpose of the thesis is to investigate the influence of time delayed feedback
on the neuronal firing statistics. For this purpose, the simplest network with delayed
feedback is considered, namely, we take a single neuron with delayed feedback. The
construction is fed externally by a Poisson stream. The cases of excitatory and
inhibitory neurons are considered. For analytical derivation we take the binding neuron
model, as it allows rigorous mathematical treatment. Using the elementary probability
theory, we obtain exact analytical expressions for output inter-spike intervals (ISI)
probability density, mean output ISI, coefficient of variation and conditional ISI
probability density with an arbitrary number of conditions.

Our results suggest that the delayed feedback presence can significantly change
neuronal firing statistics. Particularly, delayed feedback presence results in prominent
peculiarities in output ISI probability density, which were absent in the case of no
feedback. For the case of excitatory neuron, output ISI probability density contains
singularity of Dirac o-function type, jumps and derivative discontinuities. For the case
of inhibitory neuron, output ISI probability density is a bimodal function with a jump-
type discontinuity. The position of both o-function in the case of excitatory neuron and
jump in the case of inhibitory neuron is defined uniquely by the time delay of the
impulse in the feedback line.

Also, it is shown, that delayed feedback presence results in considerable increase
in coefficient of variation (CV), as compared to the case of no feedback. For
biologically realistic parameters, we have obtained the CV values ranging between 0.5
and 1, and for excitatory neuron with delayed feedback — even up to 1.3. This result is
consistent with well known experimental data by Softky and Koch [1*] on high
variability of inter-spike intervals in real cortical neurons. Until now, there was no
theoretical explanation of this high variability. The CV of a neuron without feedback
was theoretically estimated by many authors as 0.2+0.4, which is significantly lower
than experimentally obtained value. Our results suggest, that namely the delayed
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feedback presence can increase the variability of ISIs of a neuron in a network, which
explains experimental results.

An important result of the present work is that the delayed feedback presence
leads to correlations and non-Markovian statistics of neuronal firing. Indeed, in the
system with delayed feedback interconnections future spiking moments of neurons
depend on the present positions of impulses in interconnection lines (axons) between
neurons, which in turn depend on the past spiking moments of the same neurons. That is
why, one should expect correlations and non-Markovian statistics to be found in any
network with delayed feedback interconnections. That is why, the spiking statistics of
excitatory and inhibitory neurons is also considered in terms of multiple-ISI probability
density functions. We derive the exact expressions for conditional ISI p.d.f. with an
arbitrary number of conditions and prove that the necessary condition for the process to
be m-order Markov chain does not hold for any finite number m.

The existence of correlations in ISI sequence was demonstrated by many authors
on the base of experimental data on the neuronal activity in real biological objects. The
simplest stochastic processes with correlations are Markov processes of various order.
Ratnam and Nelson [3*] estimated the Markov order in ISI sequence on the base of
experimental data. They obtained, that ISI sequence is either a Markov chain of the
order no less than 7, or it is non-Markovian. Our results give a theoretical explanation of
mentioned experimental data. Namely, the presence of delayed feedback
interconnections between neurons in CNS leads to correlations and non-Markovian
statistics of neuronal firing.

Also, the inhibitory neuron with refractoriness and delayed feedback is considered.
It is clear from general reasons, that the refractory period of a neuron leads to decrease
in correlations in output ISI sequence. Nevertheless, we prove, that even in the case of
very pronounced refractoriness output ISI sequence still cannot be represented as a
Markov chain of any finite order. We conclude, that refractoriness cannot restore the
Markov property of an output ISI stream of a neuron with delayed feedback.

We also wanted to check weather the mentioned results are reproducible for other
neuronal model as well. For this reason, the set of numerical simulations with a leaky
integrate-and-fire (LIF) neuron with delayed feedback was performed. The cases of
excitatory and inhibitory LIF neurons are considered. It was obtained, that all p.d.f. for
LIF neuron are qualitatively the same as those found for binding neuron. We conclude,
that it is namely the delayed feedback presence which results in peculiarities in output
ISI probability density, in an increase of CV and in non-Markovian statistics of
neuronal firing. One should take this facts into account when analyzing neuronal firing
statistics in any network with delayed feedback interconnections.

The similarity in results for BN and LIF models also suggests, that neuronal
spiking statistics in a network is determined mostly by architecture of the network
interconnections and by the type of neurons in it (excitatory or inhibitory), but to much
less extent — by individual quantitative characteristics of particular neurons, or by
details of their functioning.

Key words: neuron, delayed feedback, inter-spike intervals distribution, non-Markovian
statistics, correlations.
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