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AHHOTaUuA

B pabote paccmarpuBaroTcs MaTEeMaTHUECKUE U BBIYUCIUTEIbHBIE MOJIENH,
OCHOBAaHHBIC HAa pPA3JIMYHBIX TUIIOTE3aX O MEXAHU3MAaX TIE€HEpaluu TeTa-puTMa B
rUOnokKaMmiie. 3ajada MOJCIHMPOBAaHUS TETa-puTMa SBISETCA TPYIHOM Ui
MOJIETTUPOBAHUS, MOCKOJIbKY TpeOyeTcsi TeHepupoBaTh MeAJeHHbIE KoiebaHus (cC
4acTOTOM 5 Tepl) Ha OCHOBE OTHOCUTENBHO OBICTPO pabOTaoOIIMX HEHPOHHBIX
nonyyianui. HM3ydaercss Moaenb 3HAOTEHHOIO CENTAIbHOTO IEMCMEKEPHOTO
HEWpOHAa, KOTOpas CJIeQyeT NOJAaBa€MOM YacTOTE€ BHEUIHErO0 CUTHAJIA B
ONpENENICHHBIX IpeAenax. BHe »TuX mnpeneyioB MeWcMEKep BO3BpaIlaeTcs K
coOCTBEHHOW TeTa-yacToTe. Mojens 'cenmTaabHOro IelcMekepa" TeTa-puTMa
OCHOBaHa Ha NPEACTABICHUSAX O TOM, YTO THNIOKAMOAIbHBIA TETa-pUTM
TEHEPUPYETCSI HEUPOHHBIMU IyJIAMH MEIHUAIIBHOTO CENTYMa, Ka)KIblil M3 KOTOPBIX
YOPABJISIETCS NEHCMEKEPHBIM HEUPOHOM. AKTHUBHOCTH CENTAJIBHBIX HEUPOHOB
BO3JCHCTBYET HA HEWPOHBI THUNIIOKAMIIA, W TAKOE BO3JCUCTBHE IPUBOJUT K
IE€HEpalyy THUIIIOKAMIAIbHOTO TeTa. llokazaHo, dYro MOAENb CENTaJIbHOTO
IIECMEKEPA COOTBETCTBYET MHOI'MM JKCHEPUMEHTAIBHBIM JAHHBIM, HO, TEM HE
MEHEE, CTEIECHb CUHXPOHM3ALMHM AKTHUBHOCTEM pPAa3JIMYHBIX IIyJIOB B MOJEIU HE
JOCTaTOYHO BBICOKA. Jlpyras wmonenb TIeHepauuu TeTa-puTMa OCHOBaHa Ha
AHATOMHUYECKUX JAHHBIX O cyuiecTBoBaHMU TOopMO3HOW ['AMK-3pruyeckoi neriau
0o0paTHOM CBSA3M MEXAY MEIUAIbHBIM CENTYMOM U runmnokaminoMm. Mozens "cemnro-
TUNIOKaMIIAJIbHOM NeTIn" 1eMOHCTPUPYET YyCTOMYMBBIE KOeOaHUsl C 4aCTOTOU TeTa-
puUTMa B IIMPOKOM JHaria3oHe HU3MEHEHHUs NapamMeTpoB M IO3BOJSET OOBSICHUTH
pa3uyHbIe IKCIIEPUMEHTAIbHbIE JaHHbIE 00 M3MEHEHHMU YaCTOThl M aAMILTUTY]IbI
TeTa-KoJaeO0aHU MpU pas3IMYHBIX BO3ACUCTBUAX Ha cuctemy. OOcyxkmaeTrcs pojb
TeTa-puTMa B PA3IMYHBIX MPOIECCaX CBSI3aHHBIX ¢ 00paboTkoM HHGOpMAalU B
TUIIIOKaMIIE.

KiarueBble cj10Ba: MaTeMaTUYECKHE W KOMIBIOTEPHBIE MOJIEIN, CENTaJbHbBIN
MIEUCMEKEP, TOPMOKEHHUE, CENTO-TUNIIOKAMIIAIBHBIE B3aUMOAECHUCTBUS, MEJJICHHBIC
KOJIcOAHUS.
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1 BBeaeHue

Heckonbko necsTuiieTUi TUNIMOKAaMIANIbHBIA TETa-pUTM HAXOAMUTCS B LEHTPE
BHUMAaHUS HEUPOPU3UOIOTUH, TPUBJIEKass BHUMAHUE MHOTUX HCCIEAoBaTeNleld CBOeH
3arajlouHoil (opMoii, MOX0XKeH Ha HU3KOYACTOTHYHO CHHYycouay (OKoJIo 5 repil, C
nepuogoM okoio 200 MUIUIMCEKYH[), UHTPUTYS CBOEW KOPPETUPOBAHHOCTHIO C
MOBEJCHYECKUMHU TPOIIECCAMA M YYaCTHEM B PA3IMYHBIX (DYHKIMSX THIIIOKAMIIA.
VIMeeTcst MHOTO OG30PHBIX CTATeH MOCBSIICHHBIX TETa-pUTMY (cM., Hampumep, [[12]
kel 7).

Tera-konebanuss uUMEOT HauOoyiee PETYJSIPHYI0O YacTOTy M HauOOJbBIIYIO
ammutyny B moje CAl (CAl str. lacunosum-moleculare). Kak wacrora, Tak u
aMIUTUTYJIa U3MEHSIOTCS C TIIyOMHOM MOTPYKEHHS 3JIEKTPOJa B pa3HbIC CJIOU, HO B
npejenax cjios 4acToTa M aMIUIMTYJla OCTalOTCA MOCTOSIHHBIMU U HE U3MEHSIOTCS
py  JIBIDKCHUM BJOJIb JUIMHHOW OCH THIMIOKaMmma. Tera-kojaeOaHusi TaKkxke
OpUCYTCTBYIOT B 3yOuaroii ¢acuum u mone CA3 runmokammna. Kpome Toro,
MEJUICHHbIE KOJEeOaHMsl C 4YacTOTOW TeTa M CUHXPOHU30BAaHHbIE MO (asze ¢ TeTa-
BOJIHOM, HAOIOAAIOTCS B HECKOJIBKUX CTPYKTypaX, HalpuMep, B 3HTOPUHAIBHOU
KOpe, NEepUPUHAILHON KOpe, LMHIYJISIpHOM Kope, aMurjane, CyOUKYJISIpHOM
KOMILIEKCE ].

HecMoTpsi Ha HHTEHCUBHBIE WCCIIEIOBAHUS, IPUPOIa, HYHKIIUA U MEXaHU3MBI
reHEPALMH TETa-PUTMa BCE €I1I€ OCTAIOTCA 3araJikou M12].

MareMatuyeckue U BBIYMCIUTENbHBIE MOJIETU TETa-puTMa IOMOTAIOT

IPOBEPUTH PA3TMUYHBIE THUIIOTE3bl O MEXaHW3Max TeHepauuu, GopMyIupyeMble Ha



OCHOBE HMMEIOIINXCS IKCIIEPUMEHTAIBHBIX JTaHHBIX, a TaKXKe Jal0T BO3MOXKHOCTH
paccMaTpuBaTh pa3iMyYHbIC MYTH UCIOJIB30BaHUs TETa-pUTMA B TpoIlecce 00padOTKH
uHopMarum.

Kak oTmeuaeTcs B HejaBHeM 0030pe MO TeTa-putMy B rummokamme [|12],
MMEETCS TPU OCHOBHBIX THUIIOTE3bl O MEXaHHW3MaxX TeHepaluu MeEJICHHbBIX
KOJIeOaHMi:

1. 'unmoresa cenrajbpHOro rnercMeKepa.

B cooTBercTBHE C ATOM TUNOTE30M TeTa-KOJIEOAHUSI B TUIIIOKAMIIE SIBIISIOTCS
CIeICTBUEM KoyieOaHUH B MEIUAbHOM CENTyMe , KOTOPBIA  SIBJISIETCA
NEeWCMEKEPHON CTPYKTYpOM, TEHEpUpYyIolle Takue KojebaHus. Putmuuecku
BO3JCHUCTBYSl HAa THUNIIOKAMII, CENTaJbHbIM TEUCMEKEP BBI3BIBACT MEIJICHHYIO
PUTMHUYECKYI0 aKTUBHOCTh B rummokamie. B o63ope [[12]] mpuBoamTcs miects
OCHOBHBIX apTyYMEHTOB, KOTOPBIE HE MO3BOJISIOT OE30TOBOPOYHO MPHUHSITH THIIOTE3Y
cenTanbHOro mneicmexepa. ONHONM U3 OCHOBHBIX TPYIHOCTEH SIBIsIeTCS Ipodiiema
($a30BbIX COOTHOILIEHUW MEXAY TETa-BOJHOM M  KOJICOAHUSIMU AKTHUBHOCTH
Pa3JIMYHBIX TONMYJISIMUMA TUIIOKAMIIAJIbHBIX HEWPOHOB, TAaKUX, HAIpUMEp, Kak
nonyJyanus nupamMuaHbelX kiaeTok mnoias CAl  w pasnuuHbIX  NOMYJIALMI
MHTEPHEUPOHOB.

2. I'mnoresa SQHAOI'CHHOI'O TCTA-I'CHCPATOPA B THIIIIOKAMIIC.

B coorBercTBME C O3TOM TUNOTE30M B3aUMOACHCTBYIOIIME IOIYJISALHAN
TMNIOKAMITaJbHBIX HEWPOHOB, HAIpUMEp, NMHUPaMHUJ U UHTEPHEMPOHOB, CIOCOOHBI

IrCHCPHUPOBATL OHIAOICHHEBIC KOJ'IC68,HI/ISI, KOTOPBIC BO3HHUKAIOT B IIOJIC CAl o4



BnussHueM 1ois CA3 u Apyrux CTPYKTyp JUMOMYECKOW CHCTEMbI, AKTHBHOCTH
KOTOPBIX HE SABJISETCS KoJiebaTenbHOW. B TO e Bpemsi BO3ZHMKHOBEHHUE KOJICOAHUH,
UX aMIUIMTYyJla ¥ 9acTOTa, BO3MOXKHO, YIPABISIOTCS CHUTHAJIAMH, TPUXOISAIIIMH U3
pa3IMYHBIX CTPYKTYp Mo3ra. Kpome Toro, B 9KCIIEpUMEHTax CO Cpe3aMu THUIIIOKaMIIa
MMOKa3aHO, YTO MEJICHHBIE T€Ta-KOJeOaHus, IUISIINECS HECKOJIBKO MEPUOIOB, MOTYT
MOSIBIISITECSA TIPU  OTIPEJICIICHHBIX JKCIICPUMEHTAIBHBIX YCIOBUAX, HAIPUMEpP, MPH
BO3JICHCTBUM KapOaxona (cM. aeTtai B paboTe [). ['unoTe3a reneparopa Tera-
aAKTUBHOCTH BHYTPHU THIIIOKAMIIa TIPEICTABISICTCS Majo MPaBIONOJ00HON ¢ TOYKU
3pEHUs] MaTEeMaTHYEeCKOIO MOJCIUPOBAHMS, TIOCKOJIBKY TIEpHOA KoleOaHuil B
CHUCTEME B3aMMOJCHCTBYIONINX BO30YXMAOIIUX WU TOPMO3HBIX HEHPOHOB, TpHU
COOTBETCTBYIOIIIEM BBIOOpPE IMapaMeTpoB B PM3HOJOTUIECKON 00JIACTH, JIGKHUT CKOpEe
B JIMana30He raMMa-puTMa, Y€M B IMana3oHe TeTa (cM. puc. 8-9).

3. I'mmore3a HEHWPOHHOW CXEMBI, BKJIOYAKOIIECH THUIIMIOKAMII W OAPYIHE

CTPYKTVYPBI.

B cooTrBercTBME C 9TOH THUIIOTE30M, TETa-pUTMUYECKUE KOJIeOaHUs
TEHEPUPYIOTCA HE B OJHOM CTPYKTYpE, & BO3HUKAIOT B PE3YJIbTAaTE B3aUMOJCHUCTBUS
HEWPOHHON AKTUBHOCTH MEXKJY HEMPOHHBIMM MOIMYISLUUSAMU, PACIOJIOKEHHBIMU B
pazIMYHBIX CTPYKTypax, BKJIIOYas Trunmokami. Takue B3anMOAEHCTBYIOLIUE
NOMyJSIIUK ~ 00pa3yloT HEHpOHHYI0 cxeMmy (OOBIUHO TPEACTaBIsIEMYI0 Kak
3aMKHYTYIO METJII0), BKJIIOYAIOU[YI0 MOMYJISUMM HEHPOHOB, NpPHHAIJIEKAIINE
pPa3IMYHBIM CTPYKTypaM. Takas cXxeMa MOXET TI'€HEpUpOBaThb TETa-pPUTM U, TEM

CaMBbIM, TUNIOKAMIIAJbHBIM TE€TAa SBJISICTCS JIWIIb OIHHUM M3 HpO}IBJIeHI/Iﬁ TCTa-



PUTMHUYECKON aKTHBHOCTH, CYIIECTBYIOLIEH B OOJbIION HEHpOHHOH cucteme. OqHa
U3 TaKUX PACIpPEACICHHBIX CXEM BKIIOYAET HEMPOHHBIE MOIYJSLIHUM TUIIOKaMIa U
MEIUAIbHOTO CEeNTyMa, COCAMHEHHBIC MPSMBIMH W OOpAaTHBIMHU CBA3SIMU. Takas
CENTO-TUNNOKaMNalbHas CXeMa MOXET BKIKOYaTh, HAIpUMEp, MUPaAMUIHBIE
Heliponbl nosist CAl, a Takke HECKOJIbKO TOPMO3HBIX MOMYJSINI MHTEPHEUPOHOB
KaK B THUIIOKaMIle, TaK U B MEAHAIBHOM CemnTyMe, o0pa3ys TOPMO3HYIO TMETIIIO
oOpaTHOH cBsA3M. MaTteMaTnyeckiue MOJIEIH MOKa3bIBAIOT, YTO TaKas MeTisi CHoCOOHa
reHepUpOBaTh YCTOMYUBBIE KOJI€OaHUs B IMara30He TeTa-puTMa .

OcHOBBIBasiCb Ha CHOPMYJIMPOBAHHBIX TUIIOTE3aX, MBI pacCMaTpUBAeM TpPH
MaTEMaTUYECKUe MOJeNu, CPOpPMYJIHPOBAHHBIE B COOTBETCTBHE C KaXKIOW U3
TUIIOT€3 HA OCHOBE OJKCIIEPUMEHTAIBHBIX [JAaHHBIX, W IPUBOJAUM PE3YJIbTATHI
W3YUYEHHUS ITUX MOJEIICH.

Mopens cenTalbHOTO TIEMCMEKepa BKJIIOYAET B CeOS KAk  MOJEINb
MEMCMEKEPHOIO HEMPOHA, TAK U MOJEJb PACIPEICICHHON HEUPOHHOW MOIYJISALUH,
VIPABIAEMOW  DHJIOINCHHBIM  INIEUCMEKEpPHbIM  HeWpoHOM. [lokazaHo, d4rtO
MEPUOANYECKOE BO3JAECUCTBUE HA IEMCMEKEPHBIM HEUPOH MOXKET YIIPABIIATH YaCTOTOM
nerlcMeKepa B ONPEACIIEHHOM JHMaNa30He YacTOT, TIe NEWCMEKEp CIEAYyeT 4acTOTe
II0JJaBAEMOI0 Ha HETO IEPUOJUMYECKOr0 BHEIIHETO BXoha. BHe 3Toro nmamasona
MeCMeKep JACMOHCTPUPYET PUTMHUYECKHE KOJIeOaHUsI C YacTOTOHM, ONM3KOW K €ro
COOCTBEHHOW YAacTOTE, WUTHOPUPYS TOJaBaeMblid IMEPUOAMYECKU curHaiI. Takoe
NOBEJCHUE TEHCMEKEpHOro HeWpoHa ObUIO OOHApPY)KEHO B HJKCIEPUMEHTaX Ha

MeIUaNbHOM centyMe Kposuka [[L0]]. Mmes o cenTanmbHOM TeHepaTope TETa-PUTMA B



BUJIE PACHOPEACIICHHOW  IONMYJSIUMU  PEryJSIPHBIX — CENTAlIbHBIX  HEHWPOHOB,
yIOpaBisgeMbIX TeiicMekepoMm, Obuta chopmynupoBaHa B paboTax R7.
MaremaTuyeckass ~ MOJEJIb  BKJIIOYAE€T  HECKOJIBKO  CJIOEB  PEryJsIpHBIX
B3aUMOJCHCTBYIOIIUX  DJIEMEHTOB, IOJYyYalOUIMX  BO3ACHCTBHE  NEHCMeEKepa
pa3IMYHON MHTEHCUBHOCTH. [IoKka3aHo, 4TO Takas cucTeMa reHepUpyeT YCTOMYUBBIN
PUTM B TETa-IAUAIla30HE KAK HA YPOBHE YCPEAHEHHOM IOIYJISLMOHHON aKTUBHOCTH,
TaK W HAa YpPOBHE AaKTUBHOCTHM OJMHOYHBIX 3JIEMEHTOB. AHAJIN3 HMITYJIbCHBIX
MOCJIEIOBATEILHOCTEN MOKA3bIBAET COTJIACYIOIIEECs C AKCIIEPUMEHTOM pa3HO00pasue
TUTIOB NAY€YHOU AKTUBHOCTH.

HccnenoBanue pasivyHbBIX MOJEJIEN B3aMMOJECUCTBYIOLIMX HEUPOHHBIX
MOMYJISILUI CBUAETENBCTBYET, YTO KOJEOATENbHBIN PEKUM CYILIECTBYET B IIMPOKOM
Auamna3oHe Mu3MeHeHus mnapameTpoB. [lpum  BbIOOpe mapaMeTpoB  MOJENH,
COOTBETCTBYIOIINX HEUPOPU3NOIOTUYECKUM JAHHBIM O HEHpOHaxX THUIIoKamIa,
nepuoJl KojeOaHuil M3MEHsAeTCS B  OrPAHMYEHHOM  JUana3oHe, KOTOPBIH
COOTBETCTBYET OBICTPBIM KOJieOaHUsSM B auanazoHe ramma putMma (30-70 repi). Qs
MOJIyYeHUS] JIUTMHHONEPUOANYECKUX Kojebanuil ¢ mnepuogoMm okono 200 mcek
HEO0OXOJMMO paccMaTpUBaTh JOMOJIHUTENIbHbIE YCIOBUSA, TaKHe, HalpuMep Kak
BBEJCHUE JUIMTEIBHOM JENOJApU3alMd TOPMO3HBIX HHTEPHEUPOHOB. be3 Ttakmx
JOTIOJIHUTENbHBIX YXUIIPEHUH, KaK MPaBUJIO, HE YJAETCs IMOJy4YUTh KOJeOaHUsS B
JaIla30He TETA-PUTMA.

Mopenb cenTo-runmnoKaMnanbHONM cXeMbl (pas3fienl 5) BKIIIOYAET YEeThIpe

HEUPOHHBIX MOMYJISIUN: BO30YKIAIOILYIO MOMYJISIIINI0 MUPAMUIHBIX HEHPOHOB MOJIS



CAl, TopMO3HYIO NOMYJSIUI0 HHTEpHEHPOHOB nojsi CAl, TOpMO3HYIO NOMYJISLUIO
MHTEPHEHPOHOB MEIUAIBHOTO CENTyMa M €Ile€ OAHY TOPMO3HYIO IONYJISLHUIO
uHtepHelipoHoB mojsi CAl runmokammna. CBs3u MEXAYy OSTUMHU HONYJSUHUSIMU
HampaBjieHbl B OJHY CTOPOHY U O0O0pa3yloT 3aMKHYTYI METJII0 C OJHOU
BO30YXKJaromien M Tpems TOPMO3HBIMU monyisuusMu. HccnenoBanue Mojaemu
MOKAa3bIBAET, YTO B CHCTEME CYIIECTBYIOT YCTOMUYMBBIC KOJIEOAHUS C IMEPUOJIOM,
COOTBETCTBYIOIIMM IEPUOY TE€Ta-pUTMA. DTU KOJEOAHUS CYIIECTBYIOT B IIHPOKOM
JMarna3oHe U3MEHEHUs [1apaMEeTPOB, UYTO 1a€T OCHOBAHUE PACCMATPUBATh 3Ty MOJENb
KaKk BeCbMa IEPCHEKTUBHYIO B IUIAHE OOBSICHEHMsSI MEXaHHW3Ma I'€Hepaluuu TeTa-
puTMa. BblUMCIUTENBHBIE  SKCIEPUMEHTBI C  MOJEIbI, COOTBETCTBYIOLIHE
pa3IMYHBIM HEHPO(DU3HOIOTHUECKUM SKCIIEPUMEHTaM, MMOKA3bIBAIOT, YTO MMOBEJICHHUE
MOJIETM  OTpaKaeT W3MEHEHHMs HEWPOHHOM aKTHBHOCTH, HaOIOJaeMble B
JKCIIEPUMEHTE.

B 3axnrounTtenbHON 4acTH CTaThbU Mbl OOCYKJAa€M BO3MOXKHYIO pOJIb TE€Ta B
npouecce 00pabotku  uHGopMauuu. Hanpumep, puTmudeckas MOIyJsALUs
MH(POPMALMOHHOTO IOTOKA, IMOCTYNAKOUIEr0 B THINOKAMII, [1O3BOJISIET YIPABIIATH
pacnpezieieHueM aKTUBHOCTH BJOJb JJIUHHOW TMINOKAMIIAJIBHOW OCH, MPUIIUCHIBAS
oOpa0aTeiBaeMbIM  TOpLUSAM HHGPOPMAIMU  OINpPEACNEHHBIA MPOCTPAHCTBEHHO-
BPEMEHHON KOJI HamojoOue "MTpux-Koaa', HAHOCUMOI'O Ha ATUKETKH TOBApOB 18-
Jlpyroe HMHTEpecHOE MPUMEHEHHE TEeTa CBS3aHO C 3alOMMHAHHWEM HH(POpPMAIUH.
Mcnonp30BaHue BPEMEHHOI'O OKHAa C JUIMHHBIM IEPUOJOM TETa-puTMa I03BOJISET

pasaciinTb IaTTCPHBbI AKTHUBHOCTHU B 3alIOMHUHAECMOU BpeMeHHOﬁ



MOCNIEIOBATEIbHOCTH, a TaKKe O0O0eCleYnTh 3aJCpKKYy MEKIy IMpe- MU TMOCT-
CUHANTUYECKOM  aKTUBHOCTBbIO,  KOTOopas  TpeOyercss il 3allOMMHAHUs

(MoauduIMpoBaHHOE MpaBUI0 Xebba ).

2 Mogenb OAMHOYHOrO Nencmekepa,
ynpaBnsaemMoro nepuoanyeckmMm BXoAHbIM CUTHaArIom

IIpr u3ydyeHun mopesie HEWPOHHBIX CETEW M3 HHTErPaTUBHO-IIOPOTOBBIX
AJIEMEHTOB BO3HHUKAET BOIPOC O TOM, KAK HYXHO MOJEIHMPOBATH NEWCMEKEPHBIN
aneMeHT. W3 Helpodu3noaoruu U3BECTHO, YTO TAKUE BJIEMEHTHI UTPAIOT BAXKHYIO
pOJIb B pA3IMYHBIX CTPYKTypax HEpPBHOM cucTeMbl. Tak, Hampumep, B CENTyMe
uMeercs nopsaka 6% HEWpOHOB, KOTOPBIE ABJISIFOTCS SHAOT€HHBIMU NIEHCMEKEPAMH U
JEMOHCTPUPYIOT PUTMHUYECKYI0 AKTUBHOCTh IpPU OJOKUPOBAHMHM CUHANTHYECKOU
rnepesadu . bosbiiast yacte MOAENEH 3HAOTEHHOTO NMEMCMEKEPA OCHOBBIBAETCA HA
JETAaJTbHOM PACCMOTPEHUHU MPOBOJUMOCTEN PA3JIMYHBIX HOHHBIX KAHAJIOB, MIPHU 3TOM,
KaK TMpPaBUJIO, OCHOBHBIM PETYJSATOPOM 3aJIIOBOM MEWCMEKEPHONW aKTUBHOCTH
BeicTynaer Ca (cM., Hampumep, ]). Takue Monenu, ONUCHIBAEMBIE CHCTEMOM
HECKOJIbKUX U] depeHINAIbHBIX YpaBHEHUN (00bI4HO 4 W OoJiee) CIOXKHBI s
HCCIICIOBAHHS.

[Ipennaraempliil TOAXO K MOJEIMPOBAHUIO SHIOTEHHOI'O IIEHCMEKEPa OCHOBAH
Ha IPUHLMIIE MUHAMAJIBHOCTH, B COOTBETCTBMM C KOTOPBIM MOJEIbL IEHCMEKepa
JoJKHA 0a3upoBaThCd HAa MHUHUMAIbHOM YHCIE NOCTynaroB. llpumensisi Takoit

noaxoa, ™Mbl MOXEM HAACATHCA IIOJIIYUYUTH AOOCTATOYHO IIPOCTYIO MOJCIb,



COOTBETCTBYIOIYIO pacCMAaTPUBAEMbIM 3KCIEPUMEHTAIBHBIM JaHHBIM. Kpome Toro,
MBI UCXOJUM M3 MIPEJCTABICHUN O F€HEpAllMy HEPBHBIX MMITYJIbCOB, IPUHATHIX IpPU
pPacCMOTPEHMH  MHTETPAaTHUBHO-NIOPOTOBBIX  3JEMEHTOB. JTO  O3HA4aeT, 4To
paccMaTpuBaeTcsi IMOpOr HelpoHa W MeMOpaHHBI [OTEHLMAN, HEIMHEWHO
WU3MEHSIOLUICA BO BPEMEHH, SIBIISIIOLIUICS "MHTErpaJIbHOM" XapaKTEPUCTUKOM Kak

MEMOpPaHHBIX MPOIECCOB, TaK U MOCTYMAIOIINUX HA HEUPOH BO3JCHCTBHIA.

2.1 OnucaHune mopgenu

PaccmoTpum Mozens NpocTeEnIero neucMeKkepHoro Hevpona. [Ipeamnonoxum,
YTO MOJNOPOTOBbIM MOTEHIHUANI U3MEHSETCS IEPUOANYECKU

y=b+ Asin2zrwt + @), (1)

rone b - Cp€aHeC 3HAYCHHC, A - MakcumalbHasg aMILIMTyda, @, - 4YacTtora Hu

HavajgpHast (¢aza MEMOpaHHOro IOTeHIMana. ['eHepauus DA4YKM MMILYJIbCOB
IIPOMCXOJUT IIPU BBINOJHEHUU ycaoBus y > U, rae U - mocTosHHbIM nopor. Bpems
{ TpeAnojaraercs JAUCKPETHBbIM, M3MEHSAIOIIMMCS ¢ maroM Af (mar U3MEHEHUus

paBeH 1 mcek). Takum oOpa3om, Mayku UMIYJIbCOB OYyT BOZHUKAThH MEPUOAUUECKU

c EepUOJIOM T =1000/w (Mcek), IPOJIOJKUTENBHOCTD MayKH
1000 : -
T, =——| 7 —2arcsin . M3MeHeHume napaMeTpoB MOJEIU IO3BOJISAET
w

YIPABJIATH YaCTOTOW U JUIMTEIIBHOCTBIO ITaYeK.
IIpennonoxum, 4T0 B MOMEHT ¢ NMEMCMEKEPHBIM HEWPOH INOJIY4YaeT BHEIIHEE

BOBI[GI\/IICTBI/IG BCIIMYUHBI ¢, KOTOPOC U3MCHSCT IMOBCACHNC M€M6paHHOFO HoT€HOMaa



U TEM caMblM TPUBOAUT K M3MEHEHHUIO TMpoliecca TeHepaluu mnadek. Mol
paccMaTpuBaeM Kak Cilydaid MOJIOKHUTEIbHBIX, TaK M OTPULIATEIILHBIX 3HAYEHUU
napamerpa c. OTMeTHM, YTO B HEHPOPHU3HOJOTHUYECKUX DKCIIEPUMEHTaX [
HaO0JII0/1a7I0Ch JIBa TUIIA 3aXBaTa 4YacCTOThI MEHCMEKEPHOTO HEeipoHa: "3axBat nay3on"
n "3axBar madykou', YTO, TMO-BUAUMOMY, COOTBETCTBYET TOPMO3HBIM H
BO30YKIAfOIIMM CHHANTHYECKUM BO3JEHCTBUSAM Ha TieiicMekep. OnumiemM moapoOHo
TPHY BapHUaHTa BO3/ICUCTBUS BHEIITHETO CTUMYJIA.

Bapuasnr 1.

a) BennuuHa BHemHero Bo3jaeicTBus ¢ >0 "mobasisercs" K MOANTOPOTOBOMY
MOTEHIIMATy U BEPOSTHOCTh Hayaja Mepuojia NauyeyHO aKTUBHOCTU yBEJIUYUBACTCS.
IIpu sToM:

e Ecnu BoO3meicTBHE MPUXOAUT HA BO3PACTAIOLIYI0 YacTh CHUHYCOUIbl U

CyMMapHas BelmuuHa ¢+ y < U , To u3MeHseTcs pa3a CHHYCOHIbI
. [c+y—=>b
Q= arcsm(+j —2max. (2)

Takoe u3meHenue ¢aszpl TPUBOIUT K YMEHBIICHUIO MHTEpBajia BPEMEHU [0
HaqaJla CIEAYIOIIEH MTaYyKH.
e Eciu BO3AEHCTBUE NPUXOIUT Ha YOBIBAIOIIYI0 4YacTb CHHYCOMIbBI MU

CyMMapHas BelmuuHa ¢+ y < U , To u3meHsieTcs pasa CHHYCOHIbI
. (c+y=>b
Q=7r- arcsm(+j —2rax . (3)

Takoe m3menenue ¢aszbl MPUBOAUT K YBEIWYCHHUIO HHTEpPBaja BPEMEHHU [0

HayaJia CIEeAYIOEH NayKH.
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e Eciu cymmapHas BemuumHa c+y 20U, TO HauMHAaeTCs TeHepauus

CIIeMYIONIEH TaYKu, IPH 3TOM (ha3a CHHYCOU bl CTAHOBUTCS PABHOM

Q= arcsin( j —2rmax, (4)

31eck (U —b) paccMaTpuBaeTCs 0 MOJTYJTIO BEJTUYHUHBI 4 .

e BosaeiicTBue, MpHUXOnAIee BO BpEeMsl T'€HEpallMU IMaykd, HE OKa3bIBACT
BIIUSIHUS HAa paboTy meiicmekepa.

e BozaeiicTBue, mpuxopsiiee cpaly IOCIAE OKOHYAHWS TAYKH, HE MOXKET
BbI3BaTh HOBYIO MauyKy, IMOKa BEIMYMHA MEMOPAHHOTO TIOTCHIMAla HE CTaHeT

MEHBIIIE, YeM IOpor pedpakrepHoctd y <U ..

0) Benuuuna BHemHero Bo3aeicTBus ¢ <0 "BblUMTAETCA" U3 MOJAMIOPOTOBOIO
NOTEHIINaJIa, TPU 3TOM:

e [lycteb c+ y<U . Ecnu BO3IEMCTBUE MPUXOJUT HA BO3PACTAIOIILYH0 YacCTh
CUHyCOHUbI, TO ¢haza H3MEHAETCI B COOTBETCTBMHM C (opmyrnoit (2), a eciau
BO3/ICHCTBUE MPUXOJUT Ha yOBIBAIOIIYIO YacThb CUHYCOHW[bI, TO (paza BhIOUpAETCS B
cootBeTcTBUM C (opmyroit (3). Ilpu aTom, ecnu ¢+ y MeHblIe, YeM MUHUMAIbHOE
3HaueHHe y, TO (paza CHHYCOWIBI BBIOMpAECTCS TakuM OOpa3oM, YTO CHHYCOHJA
HAaYMHAET BO3pacTaTh OT CBOEr0 MUHUMAJILHOTO 3HAUCHUS ¢ = —7T /2 — 27wt .

e BozaeiicTBue, mocTynaroiiee Ha BO3pacTaoIyto Gpazy CHHYCOU bl B IEPUOT
TeHEpAINH MMaYKH, HE OKa3bIBACT BIMSIHUS Ha pabOTy merdcMeKepa.

e Bo3zaeiictBue, nocrynarouiee Ha yObIBarOIIyl0 (a3zy CUHYCOUIbI B MEPHUO]L

reicpanun IadkKy, YMCHBIIACT MIPOJOJDKHUTCIbHOCTL IIa4YKH, (1)&32[ CUHYCOUIBI
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YCTaHABIIMBAETCS B COOTBETCTBUU C (popmynoit (4). OTMETHM, YTO €CIU MPHU 3TOM

¢+ y <U, To reHepanus nayku rnpexkpamniaeTcs.

Bapuant 2. OCHOBHOE OTJIMYME HTOTO BapHaHTa OT MPEIbIAYIIETO COCTOUT B
TOM, YTO 3/IeCh OTCYTCTBYET YOBIBalomas dacTh CcHUHycounbl. I[loamoporosbrit
noTeHman »(t), B coorBeTcTBUU ¢ (opmymoit (1), Bo3pacTaeT OT MUHUMAILHOTO
3HAQYEHUS 0 MOPOrOBOTO 3HAauy€HUsl U, MPU MNPEBBILIEHUH IOPOTOBOr0 3HAYECHUS,
OPOUCXOAUT T€HEepalusl NMayku UMITYyJIbCOB. [Ipearnonoxkum, 4ro mociie OKOHYaHUS
rmporecca TeHEpauuu MAayKl NEUCMEKEPHBIM HEWPOH IEPEXOAUT B COCTOSIHUE

pedpaKTepHOCTH, KOTOPOE NPOAOIIKACTCS B TeUCHHUE 7, (MCEK). B aTOM cocTosHUH

HEHPOH HE MOXKET TeHEePHPOBATh HMITYJIbCHI, a MOTEHIMAN JIMHEHHO yOBbIBaeT 10

MHWHHMAJIBHOI'O 3HA4YCHUA

U_yrnin
y(t):_ 7 (t_(t1+Tref))+ymin’
ref

31€Ch f, - MOMEHT OKOHYaHMUsS I'€HEpAallMH MAYKH, Y . - MUHUMAJIbHOE 3HAYCHUE
IIOTEHIIMAIA.

[Ipeamnonoxum, 4T0 B MOMEHT ¢ IMEUCMEKEPHBIA HEMPOH MOJYyYaeT BHEUIHEE
BO3JICHICTBHE BEJIMYHUHBI ¢, KOTOPOE U3MEHSET MOBEICHNE MEMOPAHHOTO IMOTEHITAaa
U TeM CaMblM NPUBOJUT K H3MEHEHMIO Mpoliecca reHepanuu nadek. Onuiiem
BO3/ICIICTBUS BHEILIHETO CTUMYJIA.

a) BennuuHa BHemHero Bo3aeicTBus ¢ >0 "moGaisgercs” K MOANTOPOTOBOMY

IMOTCHO Ay, IIpU 9TOM:

12



e Ecam Bo3nmelicTBHE TPHXOAUT HA BO3PACTAIONIYI0 YaCTh CHHYCOUIBI U
cymMmapHas BenuuuHa ¢+ y <U, To ¢da3a cCUHyCcOuIbl U3MeHseTcs 1no Gopmyne (2).
Takoe n3meHnenue (pa3pl TPUBOAUT K YMEHBIIEHUIO WHTEPBAIA BPEMEHHU JI0 Hadaa
CIEYIOIIEH MauKHu.

e Ecim cymmapnas BemmumHa c+y 20U, TO HAuYMHACTCS TEHEpaIus
ClIeqylollel Iayku, NEepuoa MNadyku paBeH 7,, mpu d3ToM (¢a3za CHHYCOUIbI
BbIUHUCIsETCA 110 hopmyiie (4).

e Bo3zzeiicTBue, npuxojsiiee BO BpeMsl I'€HEpallMd MauyKh, HE OKa3bIBAET
BIIUSIHUS HAa paboTy meiicmekepa.

e BosnaeiicTBue, npuxossiiee B pepakTepHbIii MEPUOJ, HUKAKOTO ACHCTBUS
HE OKa3bIBAET U BETUYMHY MEMOPAHHOTO MOTEHIINAIA HE U3MEHSIET.

0) Benuuuna BHemHero Bo3aeicTBus ¢ <0 "BblUMTAETCA" U3 MOJAMIOPOTOBOIO
NOTEHIINAIa, TPU 3TOM:

e [lyctb c+y<U u BO3AEHUCTBUE MPUXOJUT HA BO3PACTAIOUIYI0 YacThb
CUHYCOUJIbI, TOT/IAa BPEMs JI0 Hayaja Mayky yBeJIWYWBaeTcs W (a3za U3MEHSETCS B
cooTBeTcTBUM C (opmyoit (2). Ilpu 3Tom, ecnu ¢+ y MeHblIe, YeM MUHUMAIbHOE
3HaueHHue y, TO (paza CHHYCOWIBl BBIOMpAECTCS TakuM OOpa3oM, YTO CHHYCOHA
HAaYMHAET BO3PACTaTh OT CBOEr0 MUHUMAJILHOTO 3HAYCHUSA: (¢ =—7T /2 — 27wt .

e Bo3aeiicTBue, noctynaroiiee Ha BO3pacTarollyto Gpazy CUHYCOU bl B IEPUOT
TeHEpAINH IMaYKK, HE OKa3bIBACT BIHMSHUS Ha pabOTy merdcMeKepa.

e BozaeiicTBue, moctynaromiee Ha yOBIBAIONIYI0 a3y CHHYCOUIBI B MEPHO

reacpanun IIa4Kd, YMCHBIIACT IMPOJAOJIKUTCIBHOCTL IIAYKH, IIpU 3TOM (1)838,
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CUHYCOUJIbI YCTAHABIUBACTCS B COOTBETCTBUU C opmynon (3). OTmeTum, 9To eciu
¢+ y <U , To reHepanus nayku rnpexkpamniaeTcs.

Bapuant 3. OcHOBHOE OTJIMUKE 3TOr0 BapuaHTa oT BapuanTa 1 cocTout B TOM,
YTO TIOCJI€ TEHepaluu Ta4YKd HEHPOH TMEepPeXOJUT B COCTOSIHHE aOCOTIOTHOM

pedpakTepHOCTH JUIMTENBHOCTBIO 7,,.. Ha HEHpOH B COCTOSHMH abCONOTHOM

pedpakTepHOCTH MPUXOIAIIEE BO3CHCTBAE HE OKA3bIBACT BIUSHUS, & MEMOpPaHHBII
MOTEHITMAT M3MEHsieTcsl B cooTBercTBUM ¢ Qopmynoir (1). Kpome Toro,
MOJIOKHUTENIbHOE BoznelcTBue (c>0), mnpuxojsiiee Ha YOBIBAIOUIYI0 YacTb
CUHYCOUJIBI TOCJIe mepuoja abCOMOTHOM  pedpakTepHOCTH, MNPUBOAUT K
NEPEeKITIOYEHUI0O MEeMOpaHHOro TMOTEHLMaNa: yObIBaKOIIasi BETBb CUHYCOU/IBI
CMEHsIeTCAd  BO3pacraloiiei BeTBblo. Jlis  peanuzanuu  3TOTO  MEXaHU3Ma
MEePEKITIOUEHNsT MEMOPAaHHOTO TOTEHIMAJa B MOMEHT MPHUXOJa BO30Y>KIAIOIIETO
BO3JICHCTBHS Ha yOBIBAIOIIYIO YaCTh CHHYCOUIbI 3HaUYeHUE (ha3bl YCTAHABIMBACTCS B
cootBeTcTBUM C (opmymnoit (2). Takum 00pa3om, MOJOKHUTEILHOE BO3/ICHCTBHE
OyJeT NpUBOJIUTH K YMEHBIICHUIO MPOAOJIKUTEIBHOCTH MEKIAYeUHOIO MHTEpBaia
KaK IpH JIEUCTBUM HA BO3PACTAIOINIYIO, TaK M MPU JEHCTBUM Ha YOBIBAIOIIYIO YaCTU
CUHYCOUJIbI (MCKIIIOYEHHE COCTABIISIET MEPHUO]I a0COIIOTHOM pedpakTEepHOCTH, KOT/Aa
MPUXOJISIIIEe BO3ACHCTBUE, MOJIOKUTEIBHOE WIM OTPUIATEIbHOE, HE OKAa3bIBAET

BJIMSTHUS. HA MEMOPaHHBIN MOTEHIHAT).
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2.2 OnncaHune pe3ynbTaToB
Pe3ynbpTaThl YMCIEHHBIX SKCIEPUMEHTOB C MOJENBIO MIEUCMEKEPHOTO HEUPOHA
B Pa3IMYHBbIX BapHUaHTaX COOTBETCTBYIOT HEMPOPHU3NOIOTHYECKUM SKCIIEPUMEHTAM,
npoBoauBIInMcs B 1aboparopuun O.C. Bunorpanosoii .
IIpennmonoxxum, 4YTO TMEUCMEKEPHBIM HEUPOH II0Jy4YaeT IEePUOJUYECKH
II0JJAaBAEMOE BHEIIIHEE BO3JECUCTBHUE MOCTOSIHHOM aMIuMTyabl c. [lepuon u wactory

CTUMYJISIIMM  0003HauuM 7T, W @, COOTBETCTBEHHO. Ilpum (uKcHpOBaHHBIX

N

napaMerpax MeiCMEKepHOro HEWPOHA BBIYMCIUM cpeaHuil nepuon (7, ) U CpEeIHIO0
yactory (@,,) QYHKUMOHMPOBaHUS IeHCMeKepa TMOJ BIMSIHUEM BHELIHETO

BO3JCUCTBUS. JJIs1 3TOr0 BHEIIHEE BO3JICMCTBUE MOJACTCS HA NMEUCMEKEP B TCUEHHUE
50 cex W NOJCUMUTHIBAETCS YHMCIO MAa4yeK, KOTOPbIE€ TEHEPUPYET MEeHCMEKEPHBIH
HelipoH. Takas mnpouenypa mnoBtopsercs 100 pa3, mpu >ToM ¢a3za Hayana
CTUMYJISIIUM  TIEMCMeKepa BbIOMpaeTcs ciaydaitHo. [locime 3Toro BhIUMCIAETCS
CpeIHUN TMEepUoJi TMeHCMeKepa Kak pe3ysbTaT yCpeAHEHUs (M COOTBETCTBEHHO
CpeaHsis 4acToTa).

Ha puc. 1 noka3aHbl 3aBUCHMOCTbH CpEJHErO mepuojia Helcmekepa 7,

out

oT
repuojia BHEIIHEro Bo3AehcTBHs 7, (CleBa) M 3aBUCUMOCTb CpPEIHEN 4YacTOThI
neiicMekepa @,, OT YacTOThl CTUMYJSIUIMH @, (cmpaBa). I'paduxu g ciydas

OTpPIH&TGJIBHOfI BCJIIMYMHBI BHCHIHCIO BOBHCﬁCTBHH, a TaKXe Fpa(I)I/IKI/I JJIs1
BAPpHUAHTOB 2 u 3 kKak IIpu HOHO}KHTGHBHOﬁ, TaK W IIpH OTpHHaTCHLHOﬁ BCIIMYHUHE
BHCIIHETO BOBHCﬁCTBHH BBIIVIAAAT aHAJIOTHYHO Fpa(bI/IKaM, 1oKa3aHHbIM Ha Puc. 1

(HE mpUBOAATCA B ATOM cTaThe). B Kax oM ciyyae UMEETCsl Juara3oH MoJAaBaeMbIX
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4aCTOT, KOTOPBIE 3aXBaThIBAIOT 4acTOTy HerMcMekepa. B ciydae mosokurenbHOU
aMIUINTYZbl CTHMYJa HaONIOJAaeTcs 3axBaT NAYKOW HMITYJIbCOB, a B Cllydae
OTPULIATEIIPHOM aMIUIMTYJbl — 3axBaT Iay3oi. BHe nuama3zoHa 3axBaTra CpexHss
qyacToTa NnelcMeKkepa KoyieOseTcs: B paiiloHe COOCTBEHHOM 4aCTOTBHI.

Ha puc. 1 (cmeBa) BHAHO, 4YTO MNpH CTUMYJSILIUM BO3JAEHCTBHEM

[OJIOXKUTENIBHOM  aMIuIuTyasl c=+5 ¢ mnepuogom 100< 7, <166 mnepuon

nercMeKkepa HEperyysipHO KoJieOsercs: BOIU3M COOCTBEHHOrO IMepuoja nerncMekepa

(200 wmcek). Ilpm crumynsnuu ¢ nepuogoM 166< 7T, <276 HaOmogaercs

HaBA3BIBAHUC YaCTOThI: neﬁCMeKep pa60TaeT C TEM K€ IICPHUOAOM, KAaKOB IICPHUOA

crumyisinvy. Ilpy nanpHenmeM yBEIMYEHHUHM Iepuoga crumyisiuuu 1, > 276

neficMeKep TMepecTaeT CieNoBaTh MEPUONYy CTUMYISALUUA U paboTaeT C MEPUOJIOM
Oomu3kuM K coOctBeHHOMY mepuony. Ha puc.l (cmpaBa) aHajgorudHoe sBICHHE

IMPpEACTAaBJIICHO B BUAC 3aBUCUMOCTH YaCTOT.

sk sk sk sfe s sk ok sk seoskeoske sk sk PI/IC 1 JIOJDKEH 6I)ITB rJIe-TO 3JIECh sk sk sk sk seoskeosk skok

3 Moaenb centanbHOW NONynNALUN, yripaBrsieMon NeMcMeKkepom
Kaxk CBUACTCIILCTBYOT OKCIICPUMCHTAJIbHBIC JaHHBLIC, YaCTb HeﬁpOHOB
MCANAJIBHOTO CCIITyMa ABJIACTCA OHIAOICHHBIMH HeﬁCMeKepaMH, ICHCPHUPYIOIINMHU
PUTMHYCCKHEC IMAYKW HMMITYJIBCOB M B YCIIOBUAX 38,6JIOKI/IpOBaHHI>IX CHUHAIITUYCCKHUX
cBsi3eit. [lpyras >ke yacTh IojdydaeT BO30YXKJIEHHME OT MeWCMeKepa U COCETHUX

KIICTOK, U UX AKTUBHOCTL OTPAXACT KaK CHJIY BJIIMAHUIA HCﬁCMCKCpa, TaKk M OOJIIO
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y4acTuss HEWpPOHAa B KOJUIEKTUBHOM MOBEACHUU. TaKkue KIETKH, SBISIOLIIUECS
BTOPUYHBIMU HOCUTEJISIMH TETa-pUTMa, JEMOHCTPUPYIOT IIMPOKUN CIEKTp TeTa-
PUTMHYECKOM AKTUBHOCTH, OT OAMHOYHBIX pa3psgoB PaA3JIMYHOW CTENEHU
PETrYJIIPHOCTH 0 MAYE€YHOW aKTUBHOCTU C PA3JIMYHOM CTENEHBIO 3aMOJIHEHUS MavyeK
(20} [t1) P

PaccMOoTprM HEMPOHHYIO CETh, COCTOSIIYIO W3 OJHOIO IEMCMEKEPHOIO
HEHpPOHA, OKPY)KEHHOTO MOMYJSIUel BO30YKIAIOMIMX U TOPMO3HBIX HEWpPOHOB. B
KaueCTBE MOJEIM DJIEMEHTAa PACCMOTPUM HWHTEIPATUBHO-NOPOrOBBIM  JJIEMEHT,
onucanublii B [Ipunoxenunl. Mopenb MeMCMEKEPHOTO 3JIEMEHTA OTIIMYAETCS TEM,
YTO K TMOANOPOTOBOMY TMOTEHUHUANY J00aBISIETCS NEPUOIUYECKas KOMIIOHEHTA,
omHchIBaeMas CUHycouanbHou GyHKnuend tuma (1). 3To mo3BOJIIET MOEINPOBAThH
DHJOTEHHYIO IEPUOAMYECKYI0 IIaY€YHYK) aKTUBHOCTb JaXe IIPU OTCYTCTBUU
BHEIIHMX BO3JICUCTBUI HA MEHCMEKEPHBII HEMPOH. DJIIEMEHTHI CETU COEIMHEHBI IPYT
C Jpyrom 1o cuenywoomei cxeme. Bo3Oyxknaromme W TOPMO3HbIE HEHPOHBI
pPacCIOIOKEHbl B y3JIax IMPSMOYTOJIbHOW PpEIIETKHM, B KaXIOM Yy3JIe OJUH
BO30YXXJAIOIMMK U OAWH TOPMO3HBIM HeMpoH. LleHTpasibHOE MOJIOKEHHUE 3aHMMAaeT
nelCMEeKEepHbIH HEUPOH, KOTOPBIM OKa3bIBaeT BO30YXIAIOIIEe BO3/ICHCTBHE HA BCE
HEHPOHBI CETH, Kak BO30YyXZarolue, Tak W TOpMo3Hble. [lpuueM, HeEWpOHBI,
pacrojoXeHHbIe BOMU3U MecMeKepa MOTy4yaroT HamOojee CHUIbHOE BO3JICHCTBUE,
CHJIa CBSI3U OT TeiicMeKepa Ha HEWPOHbI OMKaliiero cios camasi OoJbIas.
Heiiponbl crnemyromiero ciosi mosydaroT Oojee ciaboe BO3JeHCTBUE, HEHPOHBI

CIICAYIOIIETO, TPEThEro cjos eme Oosiee cinaboe BO3JACHCTBUE TEHCMeKepa U T..I.
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Bcero paccmarpuBaroTcsi IATH  CIIOEB € YMEHBIIAIOUIUMCS — BO3JAEHCTBUEM
nericMekepa. BozOyxkparomyde HEWPOHBI CBSI3aHBl MEXAY COOOM JIOKAJIbHBIMHU
CBA3SIMU, KaXKIbI BO30YXXJAIOIIMKA SJIEMEHT TMOJIy4aeT BO3ICHCTBHE OT CBOMX
YeThIpeX ONMmKalImxX coceier (CM. CXeMy Ha puc. 5, JieBas MaHelb).

Topmo3HbIle HEHPOHBI CBSI3aHBI MEXy COOOW CBSI3SIMU THIIA BCE Ha BCEX U
AQHAJIOTMYHBIC CBA3M THIIA BCE HA BCEX YCTAHOBJICHBI OT TOPMO3HOM IOIYJISLNHA Ha
BO30Y>KIAIONIYIO U OT BO30YKIAIOIeH Ha TOPMO3HYIO.

JlnvHaMyKa HEMPOHHOW AKTHMBHOCTH MOKa3aHa Ha puc. 2. B BepxHel yactu
pPUCYHKa MTOKa3aHbl (CBEPXY BHU3) CMIAMKOBasi aKTUBHOCTh MEMCMEKEPHOr0 HEMpOHa U
CIalKOBbIE aKTMBHOCTU BO30Y)KIAIOMIMX HEHPOHOB W3 pa3HBIX CIIOEB, U3 CIOS C
HAOOJIBIIUM BIIMSHUEM NEeWCMEeKepa, U3 CIeAYIONIero cios U T.4. M3 pucyHka BUIHO,
YTO HEHPOHBI OJIKAWIIEro K IMelcMEeKepy CJIosi UMEIOT CHAilKOBYIO aKTHBHOCTD
ONMM3KYI0 K aKTHMBHOCTH TMelcMeKepa, HEHMpPOHBI CIIEAYIOIIErO CJIOS MMEIOT MEHee
APKO BBIPAKECHHYI0 ITaYE€YHYK) aKTUBHOCTb, B CIEAYIOIIMX CJIOSAX IayeyHas
aKTUBHOCTb BBIPAXKEHBI BCE cllabee W, HAKOHEI, B CaMOM JaJeKOM IMATOM CJIO€

AKTUBHOCTb HOCHUT XapaKTCP OTACIBbHBIX IICPHUOANICCKUX UMITYJIBCOB.

RAdkERARRRRREX  PUC 2 10JKEH OBITH TIE-TO 3ECH FH¥**Hdk*

Crnenyroue nBa ¢parMeHTa pUC. 2 TMOKa3bIBAlOT CPEIHIOI AKTHUBHOCTh
TOPMO3HBIX W BO30YKJAOMIMX MOMYJSUi. JTa popmMa yCpelHEHHONH aKTUBHOCTH

TUIINYHA OJId TETa-pHUTMaA. Ha PUCYHKC YCTKO BHAHBLI IICPUOJUYCCKHC KOJICOaHUS
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cunycounanbHou ¢Gopmbl ¢ mepuogomM 200 mcexk. OTMETUM, YTO JTOTIOJIHUTEIHHBIC
OoJiee yacTele KoJeOaHus Ha rpaduke cpeaHeil aKTUBHOCTH COOTBETCTBYIOT raMma
PUTMHYECKON KOMIIOHEHTE, KOTOpPasi BO MHOTHX CJIy4asiX COIMPOBOXKAAET TE€Ta-PUTM
(12} [r7.

B HmxHEM yacTH pHUCYHKa IIOKa3aHa pa3BepTKa BO BPEMEHM HMILYJIbCHOU
AKTMBHOCTHU BCEX HEUPOHOB CETH. B BepxHEN 4acTh OKa3aHbl TOPMO3HBIE HEUPOHHBI,
a B HIDKHEW 4acTH IMOKa3aHbl BO30YyXJaroliue 31eMeHThl. [lelicMekepHblii HEWpOH
IPEJICTABJICH B BEpXHEH YacTu BO30YKAAIOIEH MOMYIISIIIY.

UucneHHblE 3KCIEPUMEHTBI IOKA3bIBAIOT, YTO PEXKUM TETa-pPUTMUYECKOM
AKTUBHOCTU OY€Hb YCTOMYMB OTHOCHUTEIIBHO BO3MYILIEHUS MapaMeTPOB Mojienu. Taxk,
HaIllpuMep, MBI PAaCCMAaTPUBAIM AHAJIOTUYHYK) HEHUPOHHYIO CETh, COCTOSAILYIO H3
BO30Y)KIAIOMMX HEHPOHOB C J00aBIEHHWEM HEOOJBIIIOTO aHCAaMOJII TOPMO3HBIX
3JIEMEHTOB, CO CIIy4YalHO PAaCIpPEICIICHHbIMU CBS3sIMH. B 3TOW cetw pexum TeTa-
PUTMHYECKON aKTUBHOCTH TaKXe€ 4YpE3BbIUAMHO ycTOWuuMB. TakuM oOpaszom,
pe3ynbTaThl MOJAEIMPOBAHUS MOJJEPKUBAIOT THUIOTE3Y, BBIABUHYTYIO B paboTax
O.C. Bwunorpanooii [ , U JEMOHCTPUPYIOT, YTO HEHPOHHBIA Iy,
COCTOAIIMN M3 BO3OYXKJAIOMIMX U TOPMO3HBIX 3JIEMEHTOB, YIPaBIISIEMBIH
IIEUCMEKEPHBIM ~ HEHMPOHOM, SBIIIETCS  BEPOATHBIM  KAaHIWJATOM Ha  POJIb
pacmpeIeIeHHOr0 CenTalbHOrO neiicmekepa. PexxuM Tera-konebaHuii 4pe3BbIYaliHO
YCTOMYMB II0 OTHOLICHWIO K BapualusM [apamMeTpoOB CUCTEMBbI, U Pa3JIMYHbBIC
AJIEMEHTHI MyJia JEMOHCTPUPYIOT PA3HOOOpa3HbIe pUTMUYECKHE MATTEPHBI MaueUHOU

141 O,Z[HHO‘IHOﬁ AKTUBHOCTH C IICPUOJOM TETA-PHUTMA.
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[Ipenmonoxum, 4To UMEETCs 1Ba UM OOJbIe HEHPOHHBIX MYJIOB, U KaXKAbIH
U3 HUX YIIPABIIETCS CBOMM IEWCMEKEPHbIM HelpoHOM. [Ipenmnonoxxum cHavyana, 4yTo
IyJIbl HE3aBUCHMBI M YacCTOThl IEMCMEKEPOB HEMHOIO pas3nuvarorcs. Eciau B
HAaYaJIbHBIH MOMEHT Takue myJibl OyAayT paboTaTh CHHXPOHHO, MOChUIas B
TUIIIIOKAMII 3HAYUTEIbHYI0 CHHXPOHU30BAHHYK) AKTUBHOCTH B PUTME TETA, TO C
TEYEHHEM BPEMEHHU CHHXPOHU3ALUA UCUE3HET U3-3a PA3JIMYUsA YaCTOT U BO3JICUCTBUE
cenTyMa Ha THNIOKaMIl HE OyJIeT yKe TaKUM 3HAYUTEIbHBIM, KaK B HadaJbHBIN
MOMEHT. BoO3HHKaeT BONpPOC, KAaK CHHXPOHU30BATh AKTHMBHOCTU Pa3JIMYHBIX
CeNTaJbHBIX IMYJIOB MU OOECIEYUTh MOIIHBII TMMOTOK aKTUBHOCTU B THUIIOKAMII,
JOCTAaTOYHBIN JUIsl BO30YXKJEHUS TETa-pUTMA B TUIIIIOKaMIIe?

Hama wunmes coctouT B TOM, 4TOOBI paccMaTpuBaTh HEHPOHHBIE IIYJBI C
NEPEKPHIBAIOLIMMUICS 30HAMHU BO3JCHCTBHS NEHCMEKEPOB, KOTOpPhIE OOECIEUnBaIOT
OOIIMI UCTOYHUK aKTUBHOCTH, CIIOCOOHBIN MOBJIHATH HA MEHCMEKEPhl U U3MEHUTH UX
yacToThl. PaccmarpuBaeTcsi HEUPOHHASA CETh C ABYMS IEMCMEKEPHBIMU HEMPOHAMU,
KKJIBIA M3 KOTOPBIX MMEET CBOK 30HY BIIMSIHUS. 3HAUWTENbHAS 4YacTbh HEHPOHOB
BXOJIUT B 30HY BIIUSAHHUS OOOUX IMEWCMEKEPOB, M, B CBOIO OYEpEe/lb, 3TU HEHUPOHBI
ABJISIFOTCSL OOIIMM MCTOYHUKOM OOpaTHOTO BIMSHUS Ha mnedcMekepbl. Takoi oOuuit
MCTOYHUK MOXKET pPACCMATPUBATBCA KaK BO3MOXKHBIM MEXaHW3M CHHXPOHHU3ALUN

AKTUBHOCTH B TAKOU CUCTEME.

FasaksssEs®t - PYIC 3A,B TOJDKEH OBITh THE-TO 3JIECh  F**# & &4 &%
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Puc. 3A mnoka3plBaeT NpuUMEpbl NPOCTPAHCTBEHHBIX MATTEPHOB AKTUBHBIX
AJIEMEHTOB B Pa3JIMYHbIE MOMEHTHI BDEMEHH B TEYEHHUE OJTHOTO IIEPUOAA TETA-PUTMA.
B cetu umeercs nBa mneiicmekepa ¢ nepuoaamu 200 u 220 mcex. Ha mepBom
¢parmeHnTe (cieBa BBepXy) puc. 3A MOKa3zaHbl MECTA PACIIOJIOKEHUS IEHCMEKEPHBIX
HEWPOHOB Ha pemierke. TedeHue BpEeMEHM — CleBa HANpaBO M CBEpXy BHU3. U3
PUCYHKA BHJIHO, YTO B TEUEHHE NIEPUOJA YaCTh BPEMEHU aKTHBEH OJIMH IEiCMeEKep, a
yacTh BpeMeHU — Jpyroil. Mmeercs uHTEpBas BpeMeHH, Korja oba mneiicmekepa
aKTUBHBI OJTHOBPEMEHHO. Puc. 5 mokaspiBaeT ()parMeHThl BUAEO (puUibMa, KOTOPBIN

nocryneH B UHTepHeTe no aapecy:

lhttp://www .tech.plym.ac.uk/soc/staff/roman/home2.htm)|

CooTtBeTcTByIONMI TpaduK CyMMapHON aKTUBHOCTH TOKa3zaH Ha puc. 3B. 3a cuer
NEPEKPHITHS 00JacTeil BIUSHUS U 0OPaTHOTO BO3ACUCTBUA Ha MEHUCMEKEp CO3MacTCs
MOTEHIMAIbHAS. BO3MOXXHOCTh CHHXPOHHM3allMM AaKTUBHOCTM B Iynax. Puc. 3B
[IOKa3bIBa€T NPUMEP TAaKOM CHHXPOHM3ALMM. YUYACTKU rpauka ¢ HU3KUM YPOBHEM
AKTUBHOCTH COOTBETCTBYIOT MOMEHTAaM BPEMEHH, KOI'Za JIMIIb OJHMH IIEHCMEKEp
aKTUBEH, @ YYaCTKU C OTHOCUTENIBHO BBICOKMM YPOBHEM aKTHBHOCTH COOTBETCTBYIOT
OJIHOBPEMEHHOI AaKTMBHOCTU OOOMX NEHCMEKEpHbIX HEWpOHOB. OTMETHUM, YTO,
HECMOTpPSI Ha 3HAYUTENBHBIA pa3Mep 00JacTU MEPEKPHITHS U JTOCTATOYHO CHIIbHBIC
BEJIMYMHBI OOpaTHBIX CBS3€HM Ha MEHCMEKEpHBIH HEHMpPOH, TEM HE MEHEE, HE YJIaeTCs
JOCTHYh HAJEKHOM CHHXPOHM3alMM AKTUBHOCTM B JBYyX IyJlaX, IadeqHas
AKTUBHOCTbH DJIEMEHTOB HE JIOCTATOYHO PEryJsipHAa U BEIMYHMHA NIEPUOJA U3MEHAETCS

B J0CTAaTO4YHO MIMPOKHX IIpcaciiax. YTtoObI npeodgoJI€Tb JOTY TPYAHOCTb, MBI
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IIpeuIaraéM, Kpome BIMSHMS CENTAIbHOIO MEMCMEKEpa, pacCMaTpuBaTh €II€ OAWH
MexaHu3M resepanuu rera — ['AMK-3pruyeckyro cenro-runmnokamMnanbHyr0 CUCTEMY
C 0OpaTHON CBSI3bl0, YIPABIISIEMYIO CHTHalaMM M3 CTPYKTyp CTBOJIa MO3ra, B
YACTHOCTH OT PETUKYJISIpHON popmanyu. Mel mosaraem, 4To B3aUMOJECHCTBUE JIBYX
MEXaHU3MOB (CHUCTEM) TIEHEpaluu TEeTa-pUTMa IO3BOJSET MOJYYUTh HAJASKHYIO
CUCTEMY TI'€HEpalu{ THUIIOKAMIIAJBHOIO TETAa-pPUTMA, YIPABISAEMYIO IO YacTOTe,
daze W aMIUIUTyJEe MPUXOASIIMMU CHUTHAJIAMUA OT OJHTOPUHAIBHOW KOpPHI U
PETUKYJISIPHON (hopMaLuu.
4 Mopenb 3HOOreHHOro reHepaTopa PUTMU4YECKON aKTUBHOCTU B
rmnnokKkamne

W3BecTHO, UTO HEWPOHHAsA CETh, KOTOPAsi BKIIOYAET B ce0s MO KpaiiHeil mepe
OJIHy BO30YXKIAIOUIYI0 W OJHY TOPMO3HYIO HEHWPOHHBIC MOMYJISINH, CIOCOOHA
reHepupoBath kKojeOanus. [Ipumepom Takol ceTu CIIyKUT HEMPOHHBINH OCLUIUIATOP
Buncona-Koysna [EL @] HelpoHHBII  OCHMJUIATOP COCTOMT W3  OIHOM
BO30YXAarOIIel MOy, CPEAHSISI aKTUBHOCTh KOTOPOH B MOMEHT ¢ OIIMCBIBAETCS

nepeMeHHo FE(f) ¥ OJHONW TOPMO3HOM MOMYJISILIUM, CPEIHSSI aKTUBHOCTh KOTOPOM
onuchIBaeTcss nepeMeHHou [(f). JluHaMKKa CHCTEMBbI OMMUCBHIBACTCS CIEAYIONICH

cucteMoit nuddepeHInaIbHbIX YpaBHEHUN

TeiZ_Et‘ = _E+(ke _E)Ze(wllE_WIZI-I_P)a

08 =B (k= E)Z, (v — T +0),
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rie 7,,7; - KOHCTaHTBl, ONPEIEISIOINIME XapaKTepHbIH BPEMEHHOM MaciuTad

HEHPOHHOW AaKTHUBHOCTM JUIA BO30OYXKJaromeidl W TOPMO3HOW  MOMYJISIHM,

COOTBETCTBEHHO; Wi Wins Waps Wy, - IIOJIOXKUTEIIbHBIE KOHCTAHTHI,
XAapaKTEPU3YIOIIHUE BETUYHHEI CBsi3ed; P, () - BEJIMYNHBI BHEIIHUX BXOJOB.

Qynkuus 7, - MOHOTOHHO BO3pacTaroIas CUTMOWAHAS (YHKITUSA,

OmpeielICHHas! ypaBHEHUEM
z, (x)=1/1+ exp(—bp (x— Hp ) —1/(1+ exp(bpﬁp ), p € {e,i}, (%)
rne b, n Hp - IIOCTOSIHHBIE U £k p= 1/Z » (o). 3HAUYEHUS MapaMETPOB U JETalu

HCCIICIOBAHMS MOZENH cM. B mybuukauuy [P, THIHaHEI mpuMep OCHMIISTOPHO!M
aKTUBHOCTMU B TakOM CceTM MNpuU BBIOPAHHBIX 3HAYEHHUSAX  IAPAMETPOB,
COOTBETCTBYIOIIUX TUIMIMOKAMIAIbHBIM HEWpoHaM, uMeeT (OpMY PpEryJspHbIX
KosneOaHui, OMU3KUX K CHUHycouaainbHbIM ¢ yacToToil 30-40 repr. Takas wactora
Oommke K objacTu ramMma, a He TeTa-putma. [lapamerpsl BpemMeHHOro macmitaba
BbIOpanbl B auamasoHe 10-30  Mcek, YTO COOTBETCTBYET  HM3BECTHBIM
AKCIIEPUMEHTAJILHBIM JaHHbIM. JleTanu BbIOOpa mapamMeTpoB BPEMEHHOIO MaciuTadba
U 1I0JIpOOHOE OOBSICHEHUE CMBICIIA 3TUX MapaMeTPOB CM. B [L3].

PaccmoTpum apyroit mpumep KojeOaHWl B HEHPOHHOM CETH, COCTOSIICH W3
B3aMMOJICHCTBYIOIUX TOMYJALUNA BO30YXIAIOIUX M TOPMO3HBIX 3jieMeHTOB. Ha
3TOT pa3 Mbl pacCMaTpUBAEM HEHUPOHHYIO CETh, COCTOSIIYI0 W3 HHTErPAaTUBHO-
MIOPOrOBBIX 3JeMeHTOB. B IIpuioxkeHun NpuBENEHO ONMCAHWE HWHTErPATUBHO-
noporoBoro aynemeHta. Heliponnas cerb coctout u3 200 Bo3Oyxparomux u 50

TOPMO3HBIX 3JICMCHTOB CO CBA3JAMHU THIIA BCC-HA-BCCX KaK BHYTPH, TaK H MCKIY
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nomyysiusiMu. Jletaau MOAENU U 3HA4YeHHs MapaMeTpoB MPHUBENEHBI B paboTte [@I].
Bepxusis wacte puc. 4 TOKa3blBACT BHYTPEHHIOI JAUHAMHUKY TUIUYHOTO
BO30Y)KJIalOIIETO  HEWpOHA: 3aTyXawlMil MOopor, HM3MEHEHHEe MEeMOpPaHHOro
NOTEHIMalla, TeHepaluss HUMIyJbCca TMpPH TMEPEeceUeHUH IMopora MeMOpaHHBIM
norteHuuasnioM. Crenyromye ABa NPSMOYrojdbHUKA (CBEpPXY BHH3) IOKa3bIBAIOT
TUHAMUKY CpEIHEW AaKTUBHOCTH TOPMO3HOHW U BO30YKIAIOMICH IOMYJISIIHMA
COOTBETCTBEHHO, W B HIDKHEH YacTH PUCYHKA MOKa3aHbl MOMEHTHI CpabaThIBaHUs
BCEX HEHWPOHOB ceTu (BO30yXkaarolue HEeUpoHbI - BHM3Y). YacToTa KoieOaHUH,
HAOJIIOIaeMbIX B CETH, NpUOIM3UTENIbHO paBHa 23 repuam. Heliponsl cetu
FeHEPUPYIOT OJIMHOYHBbIE HWMIIYJIbChl, NPUYEM CpadaTbIBAHUS MPOUCXOJAT C
HEKOTOPON HEPETYJSIPHOCTBIO, MHOIZIa BCTPEYAOTCS NPOIYCKH B CpadaTbIBAaHUH
aneMeHTa. TeM He MeHee, Ha YpOBHE CpPEIHEW IMONMYISLUOHHONW aKTUBHOCTHU
OCLIWJIISTOPHAS JMHAMUKA XOPOLIO BepaxkeHa. B paGote [M]] mpusenero moapoGoe
UCCJIEIOBAHUE KOJeOaTeIbHOM aKTUBHOCTU B CETH M3 HHTETPATUBHO-TIOPOTOBBIX
aneMeHTOB. OIMH M3 TPUBEACHHBIX TaM PE3YJIbTATOB IOKA3BIBAET, YTO PEXKUM
KOoJeOaHUil  Ype3BbIYAHO YCTOMYMB OTHOCUTEJIBHO BapHallMd IapaMeTpoB.
Konebanusi coxpaHsitoTcs TakkKe B CETH CO CIy4allHO BbIOPAHHBIMHU M YpE3BBIYANHO

Pa3pEKECHHBIMU CBS3SIMU.

sk ok sk ok sfeoste s ke s sk sk skeosk PHC 4 JIOJKEH 6BITI) IIe-TO 3J1eCh st sk sk sk sk sk sk skoske sk
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OtmeTnMm, 4TO KoseOaHusl, MOKa3aHHbIE HA PUCYHKE, UMEIOT ropa3/l0 MEHbIIUI
nepuoJl, YeM TeTa-puTMUYeckue  KkoieOanus. s  momydyeHuss  Oosee
JUIMHHOTIEPUOJIUYECKUX  KOJEOaHWM B  TaKUX  MOJEISAX  OOBIYHO  BBOMST
JOTIOJTHUTENbHBIE TPENANOJOKEHUS O KAaKUX-JIMOO MEIJICHHBIX MEMOpPaHHbIX
npoueccax. B psge cinydaeB Takue NPEIIIONIOKEHUS HE HMEIOT JOCTAaTOYHBIX

HEUPOPU3NOTOTHICCKUX OCHOBAHUMA.

5 Mopenb cenTo-runnoKkamMmnanbHOU NeTnu
C TOPMO3HOMN OOpPaTHOU CBA3LIO

Mopnenp cenTo-runnoKamMnalbHOd CUCTEMBI N€HEPALMK TETa-pUTMa OCHOBaHA
HAa HEJABHUX SKCIIEPMMEHTANbHBIX NaHHBIX [22, O CYLIECTBOBAaHUHU MPSMBIX H
OOpaTHBIX CBSI3eH OT MEAMAIBLHOrO CenTyMa K rummnokamiy. OCHOBBIBAsICh Ha 3TUX
JAHHBIX, Mbl pacCMaTpUBAa€M HEHUPOHHYIO CXEMY, COCTOSIIIYIO U3 YEThIPEX
HEHPOHHBIX MOMYJISLUI: BO30yXJIarolmas MOMyJIsuus NUPAMUAHBIX KIETOK I0JIs
CAl (akTuBHOCTH 3TOM mOmysIUMM o0O0O3HauMM FE'), mnpoeuupymoomascs Ha
TOPMO3HYIO ["AMK-3pruuecky:o HOMYJIALUIO KaJbOYyHANH-COIEPKALIMX
UHTEpHEUPOHOB 1oyl CAl (aKTMBHOCTB 3TOM MOIYJIAKAU 0003Ha4uM /), KOTOpas B
CBOIO Ouepelb MNPOEUUpPYETCs B MEQUANbHBIA cenTymM Ha TopMmo3Hyro ["AMK-
APTUYECKYIO MOMYJISLUI0 NapBaIOYMUH-COIEP/KALIUX HHTEPHEHPOHOB MEANAIBLHOTO
centyMma (aKTUBHOCTb 3TON MOIMYJIAIUN 0003HauuM /), IPOELUPYIOILYOCs 00paTHO
B TUIIIOKAMII Ha €II€ OJHY, OTIMYHYI OT Mpeablayleid, Topmo3Hyro ['AMK-
APTrUYECKYI0 MONYJSLUI0 KalbOYHIUH-coAepkKallux HHTepHEpoHoB mnonst CAl
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(akTMBHOCTH 3TOM momymsiuMM o00o03HauuM [,), KOTopas MpOEeUUpyeTcs Ha

NONYJISIUUI0 MUpaMHUIHbIX HEMpoHOB mojisi CAl. CxeMa HEHpOHHBIX MOIYJSIUN U
CBsI3eid MEXy HUMH IOKa3aHa Ha puc. S5 (mpaBasi maHesdb). 3aME€TUM, YTO UMEETCS
JIBA BHEIIHUX BO30YXJAIOIIMX BXOJa HA pPacCMaTpMBAEMyI0 CHUCTEMY: BXOJ OT
nupamug nonss CA3, KOTOpele HE BKIIOUYEHBI B MOJIEIb, HO BO30yXKIaroliee
BO3/CICTBUE KOTOPBIX CO3Ja€T HEOOXOAUMBIH YpPOBEHb BO30YXKACHMS IS
(YyHKIMOHUPOBAaHMS NETJIM OOpaTHOM CBSI3U U T'€HEpalM TeTa-puTMa; U BHEIIHUN

BXOJ Ha HHTepHeﬁpOHBI MCAUAJIBHOT'O CCIITyMaA.

sk ok ook sfeoste s ke s sk sk skeosk PHC 5 JIOJKEH 6BITI) TIe-TO 3J1ECh 3t sk sk sk ook sfeosk seoske skeoske sk skeok

AKTHUBHOCTH paccMaTpUBA€MbIX TMONYJALUA Mbl OMNKHCBHIBAEM CPEIHUM
ypOBHEM BO30YKJICHHSI B MOMEHT BPEMEHHU ! U UCIOJb3YEeM YpPaBHEHHUS JUHAMUKH
ycpenHEeHHOl akTuBHOCTH THma Bmicona-Koysna [9] R9]. Mogens omuceiBaeres

cienyomen cucteMon AuddepeHnnaIbHbIX YpaBHEHHI:

E, =—E, + (k- E,) Z,(w B — w3, + ),
jl =—I,+(ky — 1)) - Z,(wyE}),
I, ==I,+(k,—1,) - Z,(—wyIg + ),

o =—Ig+(ky—I5) - Z,(—wypl, + F,),
rne E; — cpenHas aktuBHOCTh mupamun nosss CAl, I} — cpenHsis aKTHUBHOCTH
Henupamuabix CaBP-conepxamux kietok CAl, I, — cpennss aktuBHocth CaBP-
cojepxkamux HenupamuaHeix kietok CAl, I¢ - cpenHss akTUBHOCTH PV-

COACpXKAIIUX HCIIMPAaMHUIHBIX KIICTOK CCIITyMa, WwW; — BCJIHYHMHA CBJA3HM MCXKIY
26



nonyusiquaMu. P; v P, ONKWCBHIBAIOT BHENIHWE BXOJbI HAa COOTBETCTBYIOLIUE
nonynauud. PyHKIMA Z, - MOHOTOHHO BO3pacTarollas CUIMOMIHAs (QYHKIUS,
ompenesicHHas ypaBHeHUeM (5). 3HayeHUs MapaMeTpoB W JICTAIM HCCIICIOBAHMS
MOJICJIM CM. B ITyOJIMKAIIUH ||

OTtMmeTuM, TpEeXIe BCEro, YTO BKIIOUEHHE B CXEMy OOpaTHOM CBSI3U Tpex
TOPMO3HBIX  TOMYJSUUA  OKa3blBa€TCA  JOCTATOYHBIM  JJISI  TEHEpaluu
JUTMHHOTICPUOINYECKUX KOJeOaHW C MepuoaoM TeTa-putMa. [lapameTrpbr mMomenu
BBIOpaHbI C  Y4E€TOM  H3BECTHBIX  HEUPODU3MOIOTUYECKHUX  JAHHBIX O
(GYHKITMOHUPOBAHUM HEWpOHOB runmnokammna. C ¢hopMaabHON TOUKH 3PEHUS B CXEMY
MOKET OBITh BKJIIOUEHO JII000€ KOJIMYECTBO TOPMO3HBIX NomyJisnuil. Kak Mbl Bujgean
BBIIIIE, BKJIIFOYEHUE B CXEMY OJHOM WJIM JBYX TOPMO3HBIX MOMYJISIIIUNA HEJOCTATOYHO
JUTSI TIOJTYyYEHUs JUTMHHOTIEPUOInYecKnX Kojebanuii. [Tokazano, 4To Tpu TOPMO3HEIC
MOMYJISIIAA JAIOT BO3MOXXHOCTH TOJIYYUTh MEPUOJ KOJeOaHWi B TeTa-Auarna3oHe.
Korma ’xe Mbl BKJIIOUWJIM B CXEMY YETBIPE TOPMO3HBIX MOMYJSALMU, TO TMEPHUOJ
KOJIeOaHUN YBEJIIMUMJIICS TI0 CPABHEHHUIO CO CIydaeM TPEX TOPMO3HBIX MOIMYJISIUN U
NpuONIM3UIICS K BEpXHEH TIpaHuIle TeTa-puTMma. JlanpHelInee yBeIWdYeHHUE 4YHUCTa
TOPMO3HBIX TONYJISUMA TPUBOAUT K JAIbHEHIIEMY YBEIWYCHUIO MEpUOa
KOJICOaHUMH.

Ha puc. 6A 1nokazaH mnpuMep TETa-pUTMUYECKON akTUBHOCTU. Hamm
MCCJICIOBAHMSI MOJICTN TIOKA3aJld, YTO PEXKHUM KOJICOAHWW CYIIECTBYET B ITUPOKOM
obimactu u3MeHeHuss TmapameTrpoB. Konebanus, HabOmogaeMble B CENTO-

TUIIIOKaMIIaJIbHOM MOJCIHU, UMCIOT HU3KYIO YaCTOTYy, HCMHOI'O H3MCHAIOINYIOCSA B
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nuariazoHe 4-6 repi| npu BapuallMK MMapaMeTPOB CUCTEMbI. Y CTOMYMBOCTh YacCTOTHI
KoneOaHuii, OOHapy)XeHHass B MOJENHU, MNOJJACPKUBAET TUINOTE3y O TOM, 4YTO
M3MEHUMBOCTh THMMNOKAMIAJIBHOTO TeTa-puTMa OOECNeYrBaeTcs HE 3a CYeT

BHYTPCHHUX W3MEHECHUM napamMecTpOB CEITO-TUIMNOKAMITaJIbHOM CUCTEMBI, a 3a CUCT

YIIPaBIEHHS CHTHATIAMH, IPUXOASIIMME OT CTPYKTYp CTBOJIA Mo3ra [[14} .

FddckkkERRRREx PUC 6 ,A, B, C 10o/KeH OBITh TJE-TO 3JIeCh  FH*H*kkididok

Haiinena rpanuma o071acTH CYIIECTBOBaHHMS KOJICOAHWH B TPOCTPAHCTBE
napameTpoB. Ha puc. 6B noka3an npumMep rpaHuilbl Ha TNIOCKOCTH JBYX MapaMeTPOB.
BHyTpu oTMeudeHHOU 00iacTu CyIIECTBYIOT KoJieOaHHs, a BHE 00JIaCTH CHCTeMa
paboTaeT B peXHME CTAllMOHApHOM akKTUBHOCTH. llpu mepecedyeHWu TpaHULIBI
oOnactu KoyiebaHHUsI HCYE3al0T, MPUYEM HCUE3HOBEHUE KOJICOAHMM MPOUCXOIUT
TakuM 00pa3oM, YTO MX aMIUIUTYy/a YMEHBIIAETCS 10 HYJIA, a 4acToTa KOJIeOaHWM
OCTaeTcsi HEM3MEHHOW B JMana3oHe TeTa. B TepMHMHAX MaTeMaTHYeCKOW TEeOpHUu
oudypkanuii, rpaHuia obysiacTu KojebaHuW oTBedaer Oudypkauuu AHIPOHOBA-
Xormda.

Hccnenyst Moaenb, Mbl HAlUIM, YTO MOJEIb HE TOJBKO JIEMOHCTPUPYET
KOJIeOaTeNbHBI PEXUM B HIMPOKOM 00JAaCTH U3MEHEHHUS MapaMeTpoB, HO TaKXKe
NPaBWIBHO OTpa)kaeT pPa3lUyHble CBOMCTBA CHCTEMbI, HCCIEJIOBAaHHBIE B
HEHPODU3NOIOTHUECKUX JKCIIEpUMEHTax. Tak, Hampumep, B paboTax

IMIOKa3aHO, 4YTO BBCIACHHC MaJIbIX 103 MAaCKHMOJIa (B€HICCTBO, YBCIINYHBAIOIICC
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neicteue "AMK-3pruueckux A-penentopoB) B MEAHAIBHBINA CENTYM HPHUBOIUT K
IIOCTENICHHOMY YMEHBLICHUIO AMIUIATYABI T€Ta-PUTMUYECKOM aKTUBHOCTU H, Jajee,
K €€ IIOJIHOMY HCUY€3HOBEHHIO0. OIHAKO, YTO OYEHb CYIIECTBEHHO, 4acTOTa TETa-
pUTMa OCTaeTCsi HPH 3TOM HEU3MEHHOM BIUIOTH O MCUE3HOBEHUS KOJIEOaHUM.
JleiicTBrEe MacKUMOJa MPHUBOJUT K aKTHUBAIMM PELENTOPOB, YTO MPUBOAMUT JHUOO K
TUNEPHOISAPU3AUN  TOCTCHHANTHYECKOM  MeMOpaHbl,  JUOO  yMEHBIIAeT
CYLIECTBYIOIIMM  YPOBEHb JENOJSIpU3alMA. MOJENbHBIA 3KBUBAJCHT TaKHUX
DKCIIEPUMEHTAJIbHBIX BO3JCHCTBUN — 3TO YMEHBIICHHE BEJIMYMHBI BHEIIHETO BXOAA

Ha MeJHaIbHBIN centyM P,. Ha puc. 6B Takoe yMeHbLIEHNE BEIMYMHBI BHEIIHETO

BXOJla Ha CCITYM IIOKa3aHO CTpeHKOﬁ, 4dTO COOTBCTCTBYCT MMOCTOSIHHON BEJIMUYUHE

napamerpa w;; =50 1 yMeHbIIEHUIO BeNUYMHbI apamerpa Pg. [Ipu npubnmxennn k

rpa”uile 06JacTu KojieOaHWM BeIMYMHA aMIUTUTYAbl OyJAeT YMEHBIIATLCS 10 HYJA U
MOCJIC TepeceUeHuss KoJieOaHUsI MCUE3HYT, HO MPH ATOM YacTOTa MPAKTUYECKU HE
M3MEHUTCS U OCTAHETCS B IUANa30HE TETa-pPUTMA.

Eme onHO MHTEpECHOE CBOMCTBO MOJIENIH CBSI3aHO C HAJIMYKUEM OIPEICIICHHBIX
(ha30BBIX COOTHOIICHUHN B KOJEOATEIHLHON aKTUBHOCTH Pa3IMYHBIX momyJsmuil. Taxk,
HarpuMep, Ha puc. 6C BUIHO, YTO TMOMYJISAIUS HEMUPAMUJHBIX HEHPOHOB
MEJMaIbHOTO CeNnTyMa (Ha PUCYHKE ATU KoJie0aHUsI UMEIOT OOJIBIIYI0 aMIUIUTYTY)
JIEMOHCTpUpYeT (a3oBoe omepexeHne koiedbanmii mupamun monst CAl. BenuunnHa
($a30BOro OmMepekeHHs MPUMEPHO paBHA OJHOW MIECTOW IEpHUoaa TeTa-pUTMA.

PCSy.]'IbTaTBI MOJCIHUPOBAHUA COTJTIACYIOTCA C OKCIICPUMCHTAJIbHBIMU JaAHHBIMUA Il .
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AddepenTtHbie myTH, TIPUXOAIINE HA MEAUATBHBIA CENTYM OT CTBOJIAa MO3ra,
upe3BBIYANHO BaXKHBI, TOCKOIBKY OHH Ompefessior yacrory Teta [[16, 26| R7)]. Tera-
aKTUBHOCTb MOSIBJISIETCA NPU CTUMYJISILUU PETUKYJSPHON (opMaluy, a TaKkkKe IpU
pPa3IMYHBIX COCTOSIHUSX, CBS3aHHBIX C IIOBBIIICHUEM AaKTUBHOCTU HEWPOHOB
petukynsipHod  ¢opmanuu. Takas TMOBBIIMIEHHAS aKTUBHOCTh PETUKYISIPHOM
dbopMaruu, conpoBoKaacMasi MOSIBJICHUEM T€Ta-pUTMa B THIINOKAMIIEe, BOSHUKAET BO
BpeMsl 3pay3esia, OOYCIOBJICHHOTO MOSIBIEGHHEM CEHCOPHOTO CTHMYJa, BO BpeMms
UCCIIEZIOBATEIbCKOTO IOBEJIEHUS, a TaKXKe BO BpeMs OIpeleieHHON (a3bl CHa,
Ha3biBaeMo POM- coH. IlocteneHHoe yBenMYEHHE WHTEHCUBHOCTH CTUMYJISLIMU
BBI3bIBACT COOTBETCTBYIOLIMI JIMHEWHBIA POCT B 4acToTe Tera-putMma 10 9-10 repun
[@], a TAaK)K€ YBEJINYCHHE CUHXPOHNU30BAaHHOCTHU ITAY€YHON aKTUBHOCTH.

PaccmoTpyMm  mEpUOIMYECKYI0 CTUMYJSIIMIO CENTAJbHBIX HENUPaMUIHBIX
HEUPOHOB IEPUOJUYECKMM BXOJHBIM BO3JCHCTBHEM C YacCTOTOW NPEBBIIIAKOLIEH
4acTOTy T€Ta pUTMa. JTO O3HAYAET, YTO BCE IAPAMETPhl MOACIN TaKHE XKeE, KAK U
IpEeXke, HO K BHEIIHEMY BXOJAY Ha CENTyM J100aBjieHAa CUHYCOMJIalbHasl (PYHKIMS C
4acTOTOW, Hampumep, 9 repu, YTO NPUBOAUT K KOJEOAHUSIM B  CEINTO-
TMIIOKAaMIIaJIbHOM cUCTeME C 4YacToTo 9 repu. Taxkke uMeeTcss COOTBETCTBUE
IIOBEJICHUS] HEHPOHHOM AKTMBHOCTM B MOJEIM M DKCIEPUMEHTAaX C IEePEepe3Kon
ad(depeHTHBIX BXOJOB Ha MEAHANbHBIN centyM. B wacTHOoCTH, mOnHasi mepepes3ka
BXOJla O3HAYAET HYJIEBOE 3HAYECHHUE I BEIMYMHBI Pg, 4TO NPUBOIUT K IOTEpE

PUTMHUYECKON aKTUBHOCTHU B rumnmnokamiie (cM. puc. 6B).
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6 O6cyxaeHMe: y4yacTme TeTa-puTMUYECKOU aKTUBHOCTHU
B npouecce o6paboTku uHhopmaumm

QyHKIMOHAIBbHAS 3HAYMMOCTb TE€TAa-pPUTMa OCTAETCS O CUX IIOp HE SICHOM.
MMmeeTcss HECKOJIBKO HamOojee IIMPOKO O0CYyXkJaeMbIX (YHKLMH Trunmokamia,
CBA3AHHBIX C IIOSBJIICHHEM WJIA HCYE3HOBEHHEM TETA-PUTMHYECKONW AKTUBHOCTH.
Opnoit w3 Takux (QYHKIOUM  SBIsieTCS  JIETEKUMs HOBU3HBI CTUMyJa U
OpPUEHTUPOBOUHBIN pediiekc, HaOII0AaeMblil B TUIIIIOKAMIIE [. Mognens nerexropa
HOBH3HBI TIPE/ICTaBIeHa B paboTax [[6] [7]]. Tummokamn paccmaTpuBaeTcs Kak cucTeMa
B3aUMOJEUCTBYIOLIUX OCLIIISTOPOB, COCTOAIIUX U3 BO30YXKIAIOIUX U TOPMO3HBIX
HEHpOHHBIX  momyisiiuil.  PaspexeHHoe — (a30oBo-4acTOTHOE  KOJAMPOBAHUE
UCIIONB3YeTCsl  JUIsl  IPEACTABICHMS  BXOJAHBIX  CUTHQJIOB C  YacCTOTaMH,
MpUHAJICKAIIMMH TeTa-PUTMUYECKOMY Juana3ony. Jis 3anoMuHanuss HHPOpMaIH
O MPEACTABICHHOM Ha BXOJ€ CHUCTEMbI CTUMYJIE MCIOJB3YyeTCs uaes MoAu(pUKaLUU
COOCTBEHHBIX  4acTOT  TMINOKAMIIAJIbHBIX  OCHMUIATOPOB.  Mcnonb3oBaHue
MOJM(UKALUA COOCTBEHHBIX YacTOT, BMECTO MOAU(UKALMU CBS3€H, IO3BOJISIET
HOCTPOUTh OYeHb A(P(EKTUBHYIO CHUCTEMY 3allOMHMHAHUS, IIOCKOJIBKY YHCIIO
U3MEHSEMbIX [IapAMETPOB B TAKOW CUCTEME MPONOPLMOHAIBHO YHUCITY AJIEMEHTOB (a
HE KBaJpaTy 4MCIIa 3JIEMEHTOB, KAaK B CJlydae 3allOMHHAHMS Ha CBA35X) IPHU
COXPAaHEHUU AOCTATOYHOU MH(OPMALIMOHHON EMKOCTH.

JIns neTeKuMy HOBU3HBI MCHOJIB3YETCS UAES YaCTOTHOTO PE30HAHCA: 4acToTa,
COOTBETCTBYIOIAsl BXOJHOMY CHUTHAIy IIOAACTCS Ha BCE OCHMIIATOPHI CUCTEMBI U B

ciIydac€ 3HaKOMOIO 00BEKTa B CHCTEME HaﬁﬂYTCSI OCHUIJLJIATOPBI C QHAJIOTUYHOH
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4acTOTOM, OHM HAYHYT paboTaTh B PE30HAHCE C BXOJHBIM CHUTHAJIOM. biaromaps
PE30HAHCY, aMIUIUTyAa KOJIEOAaHUW y 3THX OCHWUIATOPOB PE3KO YBEIUYUTCS U
CUCTEMa B TEUEHHE KOPOTKOIO BPEMEHM 3aperucTpupyer, 4YTO Ha BXOJ MOJAaH
3HaKOMBI 00BEKT. Tera-puTMUUecKas akTUBHOCTh B cUCTeMe OyZeT OCTaHOBJIEHA U
o0paboTka nHGOpPMAIMU O BXOJHOM CHTHAJE MpeKpaiieHa. Jpyroil Tl moBeAeHUs
CUCTEMBbI HAOJIIOMAETCS B CIlydae HOBOTO BXOJHOTO CHTHAJA, KOTJa PE30HAHC B
CUCTEME HE BO3HHMKAET U CHCTEMa MOJJIEPKUBAECT TETA-PUTMUUYECKYI0 AKTUBHOCTh
3HAUUTEIBbHOE BpeMs, HeEoO0Xoaumoe Mg MOAU(UKAIMU COOCTBEHHBIX YacTOT
TUIIOKaMIAJIbHBIX OCHWIUIATOPOB, KOJUPYIOIIKUX MOIaHHBIN HA BXOJl HOBBIM CUTHAJ.

Hpyras BaxkHas (QyHKUUS TETa-pUTMAa — 3TO (PYHKIHUS BPEMEHHOTO OKHA,
KOTOpO€ CYIIECTBEHHBIM O00pa3oM HCHOJB3YeTCs B Mporecce o0paboTKH
MHPOPMALMK M, B YACTHOCTH, NP 3aNOMUHAHMM uHpopManuu. B pabore [
pa3paboTaHa OCIWJUIATOPHAS MOJIeJh THUIIOKAMIIa, TITO3BOJISIONIAs 3alOMHUHATH
MOCJIEIOBATENIbHOCTA NATTEPHOB. BpeMeHHOe OKHO, JIMTEIBHOCTh KOTOPOIO
COOTBETCTBYET MEPUOAY TETA-PUTMA, MTO3BOJISIET TUCKPETU3UPOBATH POLIECC MOJAUH
BXOJIHBIX MATTEPHOB W BBECTU BpEeMEHHOU mopsaok. [IpaBuno oOydeHus Takxe
CYILLIECTBEHHBIM 00pa3oM HCIOJIb3YyeT BpeMEHHOEe OKHO. Jljis mMomudukanuu cBs3u
MEXIy ABYMsI DJIEMEHTaAMH CETH HEOOXOIMMO, YTOOBI "MPECUHANITUICCKUN" IJIEMEHT
OBLIT aKTUBEH B MIPEABIIYIIEM BPEMEHHOM OKHE, a "MOCTCHHANITUYCCKUIN'" DJIEMEHT - B
nocienytomiemM. [lpu 3amomuHanny WHGOPMAIMN KaKIBIM TATTEPH TMOJACTCS B
OTJIEJIbHOM BPEMEHHOM OKHE W YJEp>KMBAETCSi B TEUEHHE OJHOIO IEepuojia TeTa-

puTM™Ma. Bcnomunanne — 6BICTpBIﬁ nmpouecc MW BCC 3AlIOMHCHHBIC TIATTCPHBbI
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BPEMEHHOM MOCJIEeI0BATEILHOCTH MPOUTPHIBAIOTCS B TEUCHHE OJTHOTO MEpHoja TeTa-
pUTMa, T.€. BCE MATTEPHBI 3AIIOMHEHHON TIOCIIEIOBATEIILHOCTH MOSIBIISIFOTCS B OJTHOM
BPEMEHHOM OKHe. Mojienb 007aaeT acCOMaTUBHBIMU CBOMCTBaMH, BCIIOMHUHAHHE
MOCTICIOBATEIPHOCTH MOYKET HAYMHATHCSA C JIOOOro maTrTepHa (MM €ro 4YacTH),
€CTECTBEHHO, YTO TPHU 3TOM OYAyT BCIOMHEHBI JIHMIIb TE MAaTTEPHBI BPEMEHHOM
MOCIIE0OBATEIBHOCTH, KOTOpBIE CIEAYIOT 32 MaTTePHOM, HWHUIMHPYIOIINM
BCIIOMUHAHKE, a BCE MPEABIAYIINE HE OyIyT y4acTBOBATh B IIPOIIECCE.

Eme onna nHTEepecHas QyHKIMS TeTa-pUTMa OCHOBaHA Ha dKCIEPUMEHTAIBHO
oOHapyxeHHbIX "KieTkax Mecta" (place cell). Tak HazpiBatroT HelpoHsl mojiss CAl
THIIOKAMITa,  KOTOPbIE  TEHEPUPYIOT  HMITyJIbCHI  NPH  YCIOBUH,  YTO
AKCIIEPUMEHTAIBHOE )KMBOTHOE (OOBIYHO KpbICA) HAXOAUTCA B OINPENEICHHOM MECTE
nabupuHTa R3ll. Takum oGpasom, Bo BpeMs ABIKEHHS KDBICHI IO JaGHPHHTY
KJIeTKa MecTa OyaeT cpadaThiBaTh, KOTJa Kpbica OyleT HAaXOAUTHCS B OMPEICTICHHOM
MeCTe JTaOMpUHTA U He OyAeT reHepUpOBaTh UMITYJIBCHI B IPYTHX MECTax JaOUpUHTA.
Kpome Toro, oOHapyXeHBI ompeleicHHbIE (Pa3oBble COOTHOIICHUS MEXIy TeTa-
BOJIHO W HWMIyJbCAaMU KIETKH MECTa, KOTOPble MOHOTOHHO HW3MEHSIOTCS TIpU
JIBWKCHUH KPBICHI OT IIEHTpPa PELENTUBHOTO TOJs, T aKTUBHOCTH KJIETKH MECTa
Haubonee sApko BeIpakeHa, Kk nepudepuu [[19]. DOTM 1aHHBIE TIO3BOJNSIOT
paccMaTpuBaTh TETA-PUTM KAk OMNPEACNICHHBIM IMPOCTPAHCTBEHHO-BPEMEHHOM
OPHEHTHUP, UCTIOIB3YEMBbII TIPU HAaBUTAIUU B POCTPAHCTBE.

B paGore [B] Tera-puTMuuUeckas aKTMBHOCTh HCIONB3YeTCS JUIA CO3AHHS

OIIpCACIICHHOI'O KOJa, MPHUIIMCBIBACMOIO COOBITHSIM Ha BXOA€ B THUIIIIOKaMII OT
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SHTOPUHAJIBHON KOpPBI, TUIIA IITPUX-KOJA HA 3TUKETKAaX. | UIIOKaMIl MOAEIUPYETCS
KaK [IeNOYKa JIOKAIBHO CBA3AHHBIX OCHWUIATOPOB C  JBYMsS  BXOAAaMM.
Ilepponuuecknii CUrHaJI C 4YaCTOTOW TETa IOCTYHAEeT IO CENTAIBHOMY BXOAY C
OJIHOTO KOHIIA IENOYKH. J[pyroi CurHai, MoayJMPOBaHHBIM TETA-PUTMOM, IPUXOAUT
OT DHTOPMHAJIBHOM KOpBI HA JAPYrOW KOHEI T'MIIIOKAMIAJIbHOM LEMOYKH. Takum
o0Opa3om, /iBa MEPUOANMUECKUX CUTHAJIa PACIPOCTPAHSIOTCS HABCTpeuy Apyr APYry U
CO3JAIOT NATTEPH IPOCTPAHCTBEHHO-BPEMEHHOM AKTUBHOCTH B THIIIIOKAMIIE.
[ToxazaHo, 4yTO pa3HOCThb (pa3 SABISETCS KPUTUYECKUM IApaMeTpPOM, OT KOTOPOTro
3aBUCUT KapTHHA IPOCTPAHCTBEHHO-BPEMEHHONW AKTUBHOCTM B THIIIOKaMIIE.
W3MeHsIst 3TOT napameTp, MO>KHO I0JIy4aTh pa3Hble MaTTEPHbI aKTUBHOCTH ('IUTpUX-

KoJbI").

7 3aKkntoyeHue

JIBe Mojenu TeTa-pUTMHYECKMX KoJieOaHUM ObLIM TPENICTABICHbI U
IPOAHANIM3UPOBAHBI B 3TOM CTaTheE.

1. Moaens centalibHOTO IeWicMekepa. M3ydeHbl CBOMCTBA MEUCMEKEPHOTO
HEHpPOHA IMOJIYYAIOIIET0 NMEPUOAUYECKOEe UMITYJIbCHOE Bo3aelcTBue. [lokazaHo, 4To
MeCMeKep ClemyeT IMOoJaBaeMOi dYacTOTe B OMPEAEICHHOW OOJacTH YacToT
BXOJIHOTO CHUTHaja. BHe 31Ol obOmactu meiicMekep Kak Obl UTHOPHPYET BXOA H
reHepUpPYET UMIYJIbCHYIO aKTUBHOCTH C MPUCYIIEH €My COOCTBEHHOM YacCTOTOIA.
N3yuena monenb HEUPOHHOW CETH, BKIIFOYAKOLIAS TMEUCMEKEP UM OKPYKAKOIIUE €T0

BO30Y’KJIal0IUe U TOPMO3HbIE HEHpoHbl. [lokazaHo, UTO Takas cUCTEMa IeHepUpyeT
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yCTOHYMBBIE KOJ€OaHUS B JAMala30HE TETa-puUTMa C Pa3IMYHBIMU TaTTepHAMHU
OCLUJUIATOPHON aKTUBHOCTH.

2. Mbl [OpeAnoNOXKWINA, YTO CENTO-IMIINOKaMIajgbHas CXeMa SBISETCS
MEXAHU3MOM TEHEpalM TeTa-puTMa, OCHOBAHHBIM Ha B3aumozeicteuun I'AMK-
APTUYECKUX MOMYJISIIUI TMINOKaMIATbHBIX U CENTATBHBIX HEMPOHOB, U pa3paboTau
MUHHUMAJIBHYIO MAaTEMAaTUYECKYIO MOJIENb 3TOM CUCTEMBI, OCHOBAHHYIO HA OIHMCAHHUH
CPEIHETO YpPOBHSI AKTUBHOCTH IONYJSILMUM HEHUPOHOB. Pe3ynbTaThl uccienoBaHUs
MOJIEIM  TIOKa3blBAlOT ~ XOpOILIEE  COOTBETCTBHE  MEXAY  Pa3IMYHBIMU
HENPOPU3NOIOTMUECKUMHU SKCIIEPUMEHTAaMHU Ha CENTO-TUIIIOKAaMIIAIbHON CUCTEME U
COOTBETCTBYIOIIMMU MaHUIYJSILUAMU C MapaMeTpaMu MOJEIN. DTO COOTBETCTBUE
OTHOCHUTCSI K JWHAMUYECKUM pEXKHUMaM, aMIUIUTyJaM M 4acToTaM KoJjiebaHuid, a
Takke (Pa30BBIM COOTHOIICHUAM MEXKIYy AKTUBHOCTSIMH DPA3JIMYHBIX MOMYJISIHIA
HelpoHOoB. McciienoBaHue MoIeNn CENTO-TUMITOKAMIIAIIBHON CXEMBI T€HEpaluu TeTa-
pUTMa IOKa3bIBAET, YTO KOJICOATENbHBIM PEXHUM CYILIECTBYET B IIMPOKOW 00JIACTH
M3MEHEHUsl MapaMeTpOB M 4YacToTa KoJeOaHUIl OCTaeTCsl MOYTH NOCTOSHHOW IpH
BbIOOpE HENPO(DU3UOIOTMUECKH JOITYCTUMBIX BEJIMYUH I1apaMETPOB.

Bo MHorux o63opax no TeTa-puTMy OTMEYAETCS, YTO TUIIOTE3a CENTAIbHOIO
IECMEKEPa BCE €IlE OCTAaeTCAd HamOOJee IMOMYyJIAPHOM TUIIOTE30i O MEXaHU3MeE
reHEepaly TeTa-puT™Ma. Mbl OKa3ajiy, 4YTO CENTO-TUIIOKAMIIAIbHAS MOJIETb MOXKET
IreHepUPOBATh YCTOMUYMBBIC TETa-pUTMHUYECKHE KOjeOaHUs, TeM HE MEHee, Mbl He
OTBEpPraeM BO3MOXHOCTb, TOTO YTO, BECbMa BEPOSITHO, OJHON U3 OCHOBHBIX (PYHKLIMN

TaKOW CXeMbl SBISIETCS yBeNIHYeHHE 3PQGEKTUBHOCTH CENTAIBHOrO NeHcMeKepa.
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JIeCTBUTENBHO, DKCIIEPUMEHTAIBHBIE U MOJIEIBHBIE JAHHBIE CBUAETEIBCTBYIOT, YTO
CUHXPOHM3allMsl Ppa3psAoB pa3IMYHBIX HEHPOHOB CENTAIBHOTO IMEHCMEKEpa HE
SABJSIETCA BBICOKOM . [IprHMMas 3TO BO BHUMaHUE, MOXKHO IPEIIOIO0KHUTD,
YTO POJIb CENTO-TUIIOKAMIAILHON CXEMbl COCTOUT B TOM, YTOObI CHHXPOHU30BATh
MEXa1y COOOM pa3IUyYHbIE CENTabHBIE MEHCMEKEpPhl C WX HEHMPOHHBIMHU IyJaMHU.
Cenro-runmnokamnanbHasi CXeMa MOXET pacCMAaTpUBATBCS  KAK ~ MEXaHU3M
PUTMHYECKOTO IIOJABJICHHUS aKTUBHOCTH B TMIIIOKAaMIIE, KOTOPYIO Ha3bIBalOT TETA-
PHTMOM C HU3KHM yPOBHEM aKTHBHOCTH [26]]. DTa KOMIIOHEHTa TeTa-pUTMa CBSI3aHA
CKOopee ¢ TmadyeyHol akTUBHOCTHIO ['AMK-3pruyeckux HEWpPOHOB MEIUAIBHOTO
CENTyMa, YE€M C XOJMHIPIHUYECKUMU aTPONUH-YYBCTBUTEIIBHBIMU HEMPOHAMHU
CernTyMa.

Hama rumore3a o cenTo-rUNmoKaMInaJibHOM CXEMe, TEHEPUPYIOLIEH TeTa-
PUTM, HE MPOTUBOPEYUT TOMY, YTO UMEETCA JBE B3aUMOICHCTBYIOIIME HEMPOHHBIC
cucteMmbl B MeauanbHoM centyme: ['AMK-spruueckas cucrema u XOJIMHAIPruyecKast
U UYTO HMMEIOTCS DHJIOTEHHbIE NEHCMEKepbl B MEIHUaJIbHOM CENTyMe, CIOCOOHBIC
TEHEPUPOBATh HU3KOYACTOTHYIO aKTUBHOCTH IIPU OTCYTCTBHM BXOZA OT TMIIIOKAaMIIA.
Takoe BnusHUE TEUCMEKEPOB MOXKET OBbITh BKIIOYEHO B MOJIEIb CEMNTO-
TUIIIIOKAMIAJIBHOM CXEMbl AHAJIOTMYHO TOMY, KaK Mbl BKJIIOYWIA B MOJEIb
NEepPUOANYECKUN BXOJ Ha CENTallbHble HEHpOHBL. Tem He MeHee, pa3paboTKa MOJHOM
MOJIEJIH, BKITIOYAIOIIel B ce0si 00e HEeHPOHHbIE CUCTEMBI U UX B3aHUMOJEHCTBHE (pUC.

5), sBnsgerca nenom Oyayimero. Takas MojeNb MOMOXKET MPOSICHUTH THUIIOTE3Y O
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BO3MOXXHOM CHHXPOHHM3YIOIIEH pOJIM CENTO-THUMIOKAMIIAIFHOM CXeMbl B paboTe

CHUCTCMBI CCIITAJIbHBIX HCﬁCMCKepOB 1 YIIPpaBJIsIEMbBIX UMHU HCﬁpOHHBIX ITyJIOB.

8 NMpunoxeHue (AUHaAMMKa MHTErPaTUBHO-NOPOroBOro HEMpoHa)

JIuHaMMKa MHTErpPATUBHO-NIOPOrOBOTO HEMPOHA 33JaeTCs  CIEAYIOLIMMHU
COOTHOILICHUSIMH.

1. ITopor:

r(t+1) = (hpay — ) exp(—a, (t—t,)) + 7.,

A€ 7.« - MAKCUMaAJIbHOC 3HAYCHUEC 110POra, 7, - ACUMIITOTUYCCKOC 3HAYCHUC II0OpPOTa

npu f —>e°; @, - CKOPOCTb NaJCHUS BEIWYMHBI [IOPOTa; [, - MOMEHT IeHepaluu

OCJIEJHETO CITaliKa 1O MOMEHTA 7.

2. ITocTcuHaNTUYECKUIA MOTEHIINA JIJI BXOJHOTO CUTHAJIA HA HEUPOH:

PSP/ (t+1) = PSP’ (t)exp(—hsp ) + a,

w/if 1] +77 =t+1,
a= '
0, otherwise,

rne w’ - cuna cBsi3M (ITOJIOKUTENIbHAS BEIWYHMHA U BO30YXKIAIOMICH CBSI3U U

OTpHIIATENIbHAS JIJIT TOPMO3HOM); 7/ - BpeMEHHOE 3ama3/blBaHue; ¢’ - CKOPOCTb
PSP

3aTyXaHHs MOCTCHHANTHYECKOr0 MOTEHINAA j-T0 HeUPOHa; f , - MOMEHT I'eHepaliu

MOCJIETHETO CcraiKa 40 MOMEHTA ¢ JJIsl j-TO HEMPOHA.

3. tlym:

37



N(t+1)= N(t)exp(-ay) +¢,
£e N(0,0),

rIe @, - CKOPOCTh 3aTyxaHus miyma; & - HOPMAIbHO paclpejelicHHas CilydaiHast

BCIIMYHMHA.

4. MeMOpaHHBIN TOTEHIIHAJT COMBI:
Ve+1) =V, ypexp(=ay (1 =1,,),
rne V,,p - BEIMYMHA IIOCIECIIANKOBOM THUIIEPHONApU3ALUMU; ¢, - CKOPOCTb

3aTyXaHWss MEMOPAaHHOIO IOTEHIMAIa COMBI; 7,

- MOMEHT T€HEpallK MOCIETHErO
craika 10 MOMEHTA f.

5. CyMMapHbIil TOTEHIUAI:

P(t+1)=> PSP/ (t+ )+ N(t+ D) +V(t+ 1)+ 1,
J

rae [,, - BHEIIHUM CUTHAIL.

6. I'enepanus cnaiika:

ecim P(t+1)>r(t+1), 1o £y, =t+1

BbnarogapHocTu
MHorue w3 MNpEeNCTaBICHHBIX B 3TOW CTaTh€ HWJEW, TUMNOTE3, MOJIEIIEH,
pe3yJabTaTOB ObUIM HWHUIMUPOBAHBI WJIM BO3HHUKIW B pe3yjbTare OOCYXKICHUN
runmnokamnaibHoro tera-putma ¢ O.C. BunorpanoBoi. S riny0oko mpusHaTeneH
Onere CepreeBHe 3a MHOIOJIETHEE IUIOJOTBOPHOE COTPYJHHUYECTBO. YTpara

HEBOCIIOJITHHMA.

38



Cnucok nutepartypbl

1. Bland B. H., Oddie S. D., Colom L. V. Mechanisms of neural synchrony in the
septohippocampal pathways underlying hippocampal theta generation//J.
Neurosci. 1999. V. 19. PP.3223-3237.

2. Bland B.H., Trepel C., Oddie S.D., Kirk 1J. Intraseptal microinfusion of
muscimol: effects on hippocampal formation theta field activity and phasic theta-
ON cell discharges//Exp. Neurol. 1996. V. 138. PP. 286-297.

3. Borisyuk R., Denham M., Denham S., Hoppensteadt F.. Computational models of
predictive and memory-related functions of the hippocampus//Rev. Neurosci.
1999. V. 10. PP. 213-232.

4. Borisyuk R. Oscillatory activity in neural networks of spiking
elements//BioSystems, 2002 (in press)

5. Borisyuk R., Denham M., Denham S. and Hoppensteadt F. Computational models
of predictive and memory-related functions of the hippocampus//Rev. Neurosci.
1999. V. 10. PP. 213-232.

6. Borisyuk R., Denham M., Kazanovich Y., Hoppensteadt F. Vinogradova O. An
Oscillatory Neural Network Model of Sparse Distributed Memory and Novelty
Detection//BioSystems. 2000. V. 58, PP. 265-272.

7. Borisyuk R., Denham M., Kazanovich Y., Hoppensteadt F. Vinogradova O.

Oscillatory Model of Novelty Detection//Network. 2001. V. 12, PP. 1-20.

39



8. Borisyuk R., Hoppensteadt F. Oscillatory model of the hippocampus: A study of
spatio-temporal patterns of neural activity//Biol. Cybern. 1999. V. 81. PP. 359-
371.

9. Borisyuk R. M., Kirillov A.B. Bifurcation analysis of a neural network
model//Biol. Cybern. 1992. V. 66. PP. 319-325.

10.Brazhnik E. S., Vinogradova O. S., Karanov A. M. Frequency modulation of
neuronal theta-bursts in rabbit's septum by low-frequency repetitive stimulation of
the afferent pathways//Neurosci. 1985. V. 14. PP. 501-508.

11.Brazhnik E. S., Vinogradova O. S. Control of the neuronal rhythmic bursts in the
septal pacemaker of theta-rhythm: effects of anaesthetic and anticholinergic
drugs//Brain Res. 1986. V. 380. PP. 94-106.

12.Buzsaki G. Theta oscillations in the hippocampus//Neuron. 2002. V. 33, PP. 325-
340. 2002

13.Denham M., Borisyuk R. A Model of Theta Rhythm Production in the Septal-
Hippocampal System and its Modulation by Ascending Brainstem
Pathways//Hippocampus. 2000. V. 10, PP. 698-716.

14.Kirk I.J., McNaughton N. Mapping the differential effects of procaine on
frequency and amplitude of reticularly elicited hippocampal rhythmical slow
activity//Hippocampus. 1993. V. 3. PP. 517-525.

15.Kirk L. J., Oddie S. D., Konopacki J., Bland B. H. Evidence for differential control

of posterior hypothalamic, supramammillary, and medial mammillary theta-

40



related cellular discharge by ascending and descending pathways//J. Neurosci.
1996. V. 16. PP. 5547-5554.

16.Kirk I.J.. Frequency modulation of hippocampal theta by the supramammillary
nucleus, and other hypothalamo-hippocampal interactions: mechanisms and
functional implications//Neurosci. Biobehav. Rev. 1998. V. 22. PP. 291-302.

17.Llisman J. E.,; Idiart M. A. Storage of 7+/-2 short-term memories in oscillatory
subcycles//Science. V. 267. PP. 1512-1515.

18.0’Keefe J., Nadel L. The hippocampus as a cognitive map. Oxford, 1978.

19.0’Keefe J., Recce M. L. Phase relationship between hippocampal place units and
the EEG theta rhythm//Hippocampus. 1993. V. 3, PP. 317-330.

20.Petsche H., Gogolak G., Van Zwieten P. A. Rhythmicity of septal cell discharges
at various levels of reticular excitation//Electroenceph. Clin. Neurophysiol. 1965.
V. 19. PP. 25-33.

21.Sokolov E.N. The neranal mechanism of the orienting reflex. In Neuranal
mechanisms of the orienting reflex, E N Sokolov and O S Vinogradova (eds.).
Hillsdale, N.J.: Erlbaum, 1975. PP. 217-35.

22.Toth K., Borhegyi Z., Freund T.F. Postsynaptic targets of GABAergic
hippocampal neurons in the medial septum — diagonal band of Broca complex//J.
Neurosci. 1993. V. 13. PP. 3712-3724.

23.Toth K., Freund T. F. Calbindin D 28k-containing nonpyramidal cells in the rat
hippocampus: their immunoreactivity for GABA and projection to the medial

septum// Neurosci. 1992. V. 49. PP. 793-805.

41



24. Traub R.D., Miles R., Buzsaki G. Computer simulation of carbacholdriven
rhythmic population oscillations in the CA3 region of the in vitro rat
hippocampus//J. Physiol. 1992. V. 451. PP. 653-672.

25.Tsodycs M., Skaggs W.E., Seijnowski T.J., McNaughton B. L. Population
dynamics and theta rhythm phase precession of hippocampal place cell firing: a
spiking neuron model//Hippocampus. 1996. V. 6. PP. 271-280.

26.Vertes R.P., Kocsis B. Brainstem-diencephalo-septohippocampal systems
controlling the theta rhythm of the hippocampus//Neurosci. 1997. V. 81. PP. 893-
926.

27.Vinogradova O. S. Expression, control, and probable functional significance of
the neuronal theta-rhythm//Progr. Neurobiol. 1995. V. 45. PP. 523-583.

28.Wang X.-J. Pacemaker neurons for the theta rhythm and their synchronisation in
the septohippocampal reciprocal loop//J. Neurophysiol. 2001. V. 87. PP. 889-900.

29.Wilson H. R., Cowan J. D.. Excitatory and inhibitory interactions in localized
populations of model neurons//Biophys. J. 1972. V. 12. PP. 1-24.

30.Wilson M. A., McNaughton B. L. Dynamics of the hippocampal ensemble code

for space// Science. 1993. V. 261. PP. 1055-1058.

42



Modeling the hippocampal theta rhythm

Roman Borisyuk
Institute of Mathematica Problems in Biology, Russian Academy of Sciences,

Pushchino, Moscow region, 142290, Russia

School of Computing, University of Plymouth, Plymouth, PL4 8AA, UK

borisyuk@soc.plym.ac.uk]|

Basing on the hypotheses about the mechanism of theta rhythm generation, the
paper presents mathematical and computer models of theta activity in the
hippocampus. The problem of the theta rhythm modeling is non-trivial because slow
theta oscillations (about 5 Hz) should be generated by a neural system composed of
frequently firing neural populations. We study a model of neural pacemakers in the
septum. In this model, the pacemaker follows the frequency of the external signal if
this frequency does not deviate too far from the natural frequency of the pacemaker,
otherwise the pacemaker returns to the frequency of its own oscillations. These
results are in agreement with the experimental records of medial septum neurons. Our
model of the septal pacemaker of the theta rhythm is based on the hypothesis that the
hippocampal theta appears as a result of the influence of the assemblies of neurons in
the medial septum which are under control of pacemaker neurons. Though the model
of the pacemaker satisfies many experimental facts, the synchronization of activity in

different neural assemblies of the model is not as strong as it should be. Another
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model of the theta generation is based on the anatomical data about the existence of
the inhibitory GABA-ergic loop between the medial septum and the hippocampus.
This model shows stable oscillations at the frequency of the theta rhythm in a broad
range of parameter values. It also provides explanation to the experimental data about
the variation of the frequency and the amplitude of the theta rhythm under different
external stimulations of the system. The role of the theta rhythm for information

processing in the hippocampus is discussed.
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Iloanucn kK pucyHKam

Puc. 1. 3aBucuMOCTh cpelHEro mnepuoja NEHCMEKEPHOrO HEMpOoHa OT mepuoja
BXOJHOTO CUTHajia (ClIeBa) U CPEAHEH 4acTOThl MEHCMeKepa OT 4acTOThl BXOJHOTO
curHana (crpasa) JUid BapuaHTa | NMpU CTUMYIISIIIUM CUTHAJIOM C IMOJOKUTEIBHOU

AMIUTUTYAO0MU.

Puc. 2. HeilipoHHasi akTUBHOCTb 3HJIOT€HHOI'O NIEMCMEKEpPaA U yNPABIIIEMOIO UM ITyja
U3 BO30YXAAIOIIKX U TOPMO3HBIX HEHpoHOB. CBepXy BHHU3: aKTUBHOCTbH IEiicMeKkepa
U MPUMEPHl IATH TUIUYHBIX BO30YXAAIOIIMX HEHPOHOB W3 IATH Pa3iIM4YHBIX 30H
BJIMSIHMSL TIEMICMEKepa; TMHAMUKa cpeiHel (110 aHCcaMOIIi0) aKTUBHOCTH TOPMO3HBIX U
BO30YXAAIOIIUX HEHPOHOB; MMITYJIbChl TOPMO3HBIX M BO30YXKIAIOIIMX HEHPOHOB.
NMnynbcsl  1medicMekepa IOKa3aHbl B BEPXHEM YacTH IAHENM MMITYJIbCOB

BO30YXAOIINX PJIEMEHTOB.

Puc. 3. A) Ilpumepbl npoCTpaHCTBEHHOW AKTUBHOCTH JIBYX IEPEKPHIBAIOIIUXCS
HEHPOHHBIX  IIyJIOB, YHOPABJISIEMBIX  JBYMsI  IIECMEKEPHBIMM  HEHWpPOHAMMU.
[IpocTpaHcTBEHHAss aKTUBHOCTh NEHCMEKEPOB M BO30YXKIAIOMIMX 3JIEMEHTOB JIBYX
IIyJIOB MOKAa3aHa B pa3JIMYHbIe MOMEHTHI B TeUeHUE nepuoaa tera-putMa (200 mcek).
Bpems n3MmeHsieTcs cieBa HalpaBO U CBEPXY BHU3. B HadaJIbHBIM MOMEHT BPEMEHU
[IOKa3aHbl MECTa pAaCIOJIOKEHUSI IelcMeKepHbIXx HelpoHoB. B) Cpennsaa (1o
aHcaMmOJI10) aKTUBHOCTh BO30Y’KIAIOIIMX HEHMPOHOB B TEYEHHUE NEPUOJAA TETa-pUTMA.
[ToBpIlLIEHHAas] aKTUBHOCTb COOTBETCTBYET OJHOBPEMEHHOW paboTe HEMPOHOB W3

JBYX ITyJIOB.
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Puc. 4. Ilpumep AaKTUBHOCTM HEHPOHHOW CETU W3 HWHTEIPATHBHO-IOPOrOBBIX
aneMeHTOB. (CBepXy BHM3: IIpUMEp TE€HEPAlMM  HUMILYJbCOB  THUIIHYHBIM
BO30YXJAIOIIUM HEMPOHOM; YCPEIHEHHas aKTHMBHOCTb TOPMO3HBIX HEMPOHOB;
YCPEOHEHHAsT AaKTUBHOCTb BO30YKJAIOUIMX HEHWPOHOB; HMITYJbChl TOPMO3HBIX

HEHPOHOB; UMITYJIbChI BO30YX AAIOUIUX HEUPOHOB.

Puc. 5. Cxema, mokaspiBaromias JABE MOJEIM I'€HEpAlUWH THINOKAMMIAIBHOIO TETa-
pUTMAa M HX B3aUMHOE BIMSHHUE, I[IO3BOJIIOLIECE IMOJIYYUTh YCTOMYHUBBIC
CUHXPOHHU30BAHHbIE TeTa-pUTMUYECKUE KoJjiebanus. (CreBa TMOKa3aHa MOJEIb
CEeNTaJIbHOIO MEMCMEKepa, COCTOSALIass M3 MHOTMX INEHCMEKEPHBIX HEWPOHOB C
COOTBETCTBYIOIIMMH HEUPOHHBIMU ITyJlaMH. CripaBa NoKa3aHa CXeMa MOJEIH CEITo-
TUONOKAaMIIAJIbHOM  MEeTJIM  OOpaTHOM  CBA3M, KOTOpas  BKJIKOYAET  OJHY
BO30Yyk1arolyro nonysanuio nupamua noist CAl runnokamna (P), HenupaMugHbie
topmo3Hble Heuponbl moiss CAl (I1, NP CB), nonynsiui HemUpaMHUIHBIX
TOPMO3HBIX HEMpoHOB MeauaibHOro centyma (IS NP PV)), eme onny nomyssiuio
HEeMUPAaMUAHBIX TOpMO3HbIX HeipoHoB monst CAl (I2 NP CB). Takxke noka3zaHbl
BHemHUN BxoJ ot nupamun nossi CA3 (PCA3) u BXoJ Ha HEMpPOHBI MEAUAIBLHOTO

cenryma (PS).

Puc. 6. A) Ilpumep TeTa-puTMHUYECKOW akTUBHOCTU (6 repl)) B MOJEIU CENTO-
runmnokamnaabHoi netiu. B) Ilpumep oOmactu konebaHuM Ha TUIOCKOCTH JIBYX
napaMeTpoB B MOJEIHM CENTO-rUnmnokammanbHoi mneriu. [lpu BeiOOpe 3HaueHMI

rmapamMeTpoB BHYTPH TIOKa3aHHOW 00JacTH, KOJeOaHWs CYMIECTBYIOT U HMX TEPUOJ
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Onmu3ok K rmepuony Ttera-putMa. CTpenka TMOKa3bIBaeT NPHUMEP YMEHbBIICHUS
BEJIMYMHBI BXOJa Ha CENTyM, KOTOPOE IIPUBOAMT K YMEHBUICHUIO aMIUIMTY/bI
KosebaHuil M uX wucdesHoBeHH0. [lpm 3TOM mnepuox konedaHMi ocTaercs
npaktuuecku Hen3MeHHbIM. C) IIpumep ¢azoBoro onepexeHus KoyiedaHu B MOJENN
CenTo-TUIMOKaMnanbHOM  meid.  KomneGaHuss ~ HemMpaMUIHBIX  HEMPOHOB
MEANAIbHOTO centyMma (OoJblasi aMIUIUTY1a) ONEPEekKa0T KoJieOaHUsI MHPaMUIHBIX

HelipoHoB noyist CA 1 runmokammna.
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