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Annomayua. TeTa-puTM CHUHXPOHM3YET HEMPOHHYIO aKTUBHOCTH B IpoIleccax
BHUMaHU 1 maMsATH. OTHAKO MEXaHU3Mbl CHHXPOHHU3AINH HEHPOHHON aKTUBHOCTH
IIpY TeHepaluM TeTa-puTMa HE H3BECTHBL. MBI INpe/iaraeM MaTeMaTHYECKYyIO
MoOZIeTb, OOBSICHAIONIYIO pacnpeneneHue Heiipono monss CAl mo ¢aze
TeTa-puT™Ma. MBI pPacCMOTpPEIN CETh, COCTOSIIYI0 u3 10 THUIIOB TOPMO3HBIX
xierok: (PV) mapBanpOymunbie n (CCK) XOMeruCTOKMHUHOBBIE KOP3WHYATEHIE,
aKCO-aKCOHANbHBIE, JEeHIPHUTHBIE, HelpormuapopMHbIE, acCONNUPOBAHHBIE
¢ mnepdopupyloIUM IyTeM, HWHTEepHeHpoH-cnenududeckue (moatumnos R-O
nu RO-0O), Upu (Ivy) u OJIM (O-LM) wneiiponsl. CeThb moiydana 4YeTbIpe
Bo30yxaaromux Bxoga oT moyis CA3, MenuanbHON 3HTOPUHAIBLHOW KOPBI U
IBYX THIIOB JIOKAJBHBIX NUpaMHUIAHBIX HelpoHoB monss CAl. Mel moxkaszanw,
YTO MOXKHO MOmoOpars mapamMeTpsl CBA3eH B MOAETH TakuM 00pa3oM, YTOOBI
HEHpPOHBI (POPMHUPOBAITH IKCIIEPUMEHTAIBHO HaOMonaeMble (a3oBble OTHOIICHHUS
OTHOCHTEJIBHO TeTa-puTMa. {151 OONBIIMHCTBA THIIOB HEHPOHOB BO30YKIAIOIINE
BXOZbI CKJIQJBIBAIOTCS M JAIOT MAKCHMyM OKOJIO MHKa pa3psioB B TeTa-LUKIE.
[Muk TOPMO3HBIX BXOJOB MPHXOJUTHCS HAa MPOTHBOMOIOKHYIO (a3dy TeTa-puTma,
Onmaromapss TOMY aKTHBHOCTh BBITOPM@)XKHBAeTCSl C IPOTHUBOIIOJIIOKHON (hazbl
TeTa-puT™Ma. MOJEeNb YCTOWYMBO BOCTIPOU3BOANT (ha30BBIE OTHOIIEHHS BO BCEM
JUara3oHe 4YacTOT TeTa-pUTMA JIJisi OONBIIMHCTBA TUTIOB HHTEPHEHPOHOB.

Knwouesvle cnosa: nupamuouvie HeupoHvi, unmepHetiponvi, mema-pumm, noie CAI,
2PAOUEHMHBLIL CHYCK, CPeOHenoesble MOOeu HelpoHos, Helipon Howukesuua

BBEJIEHHME

lunmokamm — 3TO CTPYKTypa MO3ra, SBISTIONIAasCS KIFOYEBBIM 3BEHOM B IpOIeccax
BHUMaHUS M maMaATd. [{ng ananm3a wuHGoOpMauuu HEHpOHHbIE aHCAMOJIM TUMIOKamIa
HYKJQI0TCSI B CHHXPOHM3AllMM C IOMOILBIO PUTMOB. [JIaBHBIM pPUTMOM, OpraHU3YIOIIUM
HEHPOHHYIO aKTHBHOCTb THIIIOKaMIla BO BpPEMs PEIICHUS KOTHUTHBHBIX 3aj]ay, SBISCTCS
teta-put™ (4—-12 ') [1, 2, 3].

IToutn Bce HEMpPOHBI TMIINOKAMIIA MOAYIUPYIOTCS Te€Ta-puUTMOM [4]. DTO BbIpa)kaeTcsl B
TOM, YTO KaKAas MOMyJSIUs MMeeT (a3y TeTa-puTMa, B KOTOPYIO BEPOSTHOCTH Pa3psioB
e¢ HeHpPOHOB MakcUMajbHAa. MoOnyssiMsg AKTUBHOCTH HEWPOHOB PUTMOM IPHUBOAUT K
BO3MO)KHOCTH CHHXPOHHU3AIIMM Pa3HBIX OOJIaCTel T'MIMOKaMIaibHOH (opMaluu B mporecce
00paboTku nHpopmarun 5, 6]. Takke TeTa-puTM 00ecHeYNBAET YIOPSIIOYCHHYIO CTPYKTYPY
aKTUBHOCTH KJIETOK MecCTa, Onaromapst (hazoBoii mpeneccuu [Z, 8]. Takum oOpa3zom, moHUMaHUE
MeXaHU3MOB (OPMHUPOBAHUS T€Ta-pUTMa — BaykHas 3ajjaya HelpoHayku. Llenb uccnenoBanus —
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00BsACHUTH dPHEKT MOMYIAUU aKTUBHOCTU HelipoHoB moist CAl Tera-putmom. [Tone CA1l
OBLIO BBIOPAHO, MOCKOIBKY UMEETCS] HAaUOOJNbIIIee YHCIO JaHHBIX 00 aKTUBHOCTH HEWPOHOB
JUIs 9TOM oOmacTH rummnokammna. Mel MozenupoBanu 10 momysasiuuii UHTEpHEHPOHOB. DTH
MOMYJISIIUK OBLTM BBIOpAHBI, TaK Kak (Da3oBbIe OTHOIIEHHS JJIS HUX OIUCAHBI B TaOIUIlE
1 B Ilpunoxenun. Taxke B MOAEIM MBI YYUTBIBAIM BXOABI OT JIOKANBHBIX IIIYOOKHX
U TIOBEPXHOCTHBIX MUPAMHUIHBIX HEUPOHOB, Toyusi CA3 M HEUPOHOB CJIOSA MEIUAIBHOU
SHTOPHHAILHOU KOPHI.

1. MATEPHUAJIBI U METO/IbI

1.1. Moaenb HelHpOHHBIX MOMYJISAIIUH

B nannoii paGore Mbl MoxmenupoBanmu cetb u3 10 momymsauwmit. Kaxkmas mnomymsmms
OTHCHIBAJIACH CPEAHETIONEBOM Moenbio [9]. CpenHernoneBast MOJIEb OMIMCHIBACTCS CIICTYIOIICH
cuctemolt nuddepeHanbHbIX YpaBHEHUH TePEMEHHBIX

pril_:f/ = An/m+2v(v) — (¢ + Grotal) * V (1)
0, S0 ()2~ e (o) — () 4 A+ Ly — () @
0, S — 0 (b o) — 10+ iy ®
9i(t) = Ggni * Vi(t) 4)

Gtotal = Zgz(t) (5)

Lyn = 2 0i(t) - (eri = (v) ()

C

TPOP K . ’VR’ (7)
T1e V — 9acToTa pa3psnoB HelipoHos nomynsuu (1), (v) — cpeanuii MeMOpaHHEIH TTOTEHIHAT
(2), (w) — cpennmii Tox amanrtauuu HOMyMAUMH (3), Giotar — CYMMA CHHANTHYECKHX
NPOBOAMMOCTEH, MPUXOAAILMX HA OJHY TOIMYIALMIO 5, gy — CyMMapHBII TOK OT BCEX CHHAIICOB
6, gi(t)- MPOBOAMMOCTH CHHAIICA BO BPEMEHH 4, €,.; — PaBHOBECHBIIT TOTEHIHAN CHHAICOB. Jist
Eo36y>1<;[a}oumx cBsaszed b, = 0 MB, nns TOpMSBHLIX E,. = —75wMB, dopmyna s BeIYHCICHUS
er; 1aHa B pasaene ~TlepeBox pasMepHBIX mapaMeTpoB B Oe3pasMepHbie” B IIPUIOKEHUH. Tpp

— XapaKTepHOE BPeMsI TOMYIISIIUH. YPaBHEHUS Ui y; (1) OMUCAHBI B CIICAYIONIEM pa3ziee.
B pa6ore [9] mokazano, 4To Takas cucTeMa ypaBHEHHI SKBUBaJIeHTa OECKOHEYHO OOIBIION
MOMYJISIIUY UACHTUYHBIX HeUPOHOB VKUKeBHYa, KaXKIbII U3 KOTOPBIX HMEET UHIUBH YA IbHbIH

TOK (8):
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dv;
Cdt =KV, = Vr)(Vi = V) =W, +1; + Ly, (8)
dw;
= A(B(Y ~ Vi) W)
cCiin V; > %eab
‘/; % ‘/;eset

Wi — m + Wjump

rae V; — meMOpaHHBI noreHuuan eauHudHoro Herpona [MB], Vi, Vi B Viear, Vieset —
MOTEHIIAN TIOKOs, TTOpora, MoTeHIna a aeicTeust u copoca [MB]. C' — meMOpaHHass EMKOCTh
[n®], K — mapamerp maciuTabupoBanus norenuuana [HCm/MB], I,,,, — cuHanTHYECKHUiA TOK
[mA], n; — uHaAMBHyaNbHBIN TOK [MA]. YpaBHeHUe TOKa aganTanuu W, coaepxXuT napameTpsl:
A — ko3dduueHT CKOpOCTH M3MEHEHHWs TOKa amantanuu [Mc], B — 4YyBCTBUTEIILHOCTH
BOCCTaHOBJIEHUS K MeMOpaHHoMY noteHuuany [HCu]. ITpu renepanuu noreHuuana AeicTBUs
MPOUCXOAUT COPOC 3HAYCHHM: Ve — 3HAUEHUE V; mocne cOpoca MOTEHIMana ACHCTBUS,
Wjump — MPUPOCT TOKA aJanTalMy NOCje NOTeHIMaIa AeHCTBUS [MA].
Toku umetot pacnpenenenue Jlopenna ¢ napamerpami (1, Ay)

1 A,

[TapameTpel s KakAoH M3 MOMyssiMiA ObUTH B3ATHI M3 0a3bl hippocampome.org. s
cpenHenosieBoil Monenu [9] Bce mepeMeHHbIe B MOJENU ObLIN NMPHUBEACHBI K Oe3pa3MepHOMY
Buny (cm. Ilpunoxkenue). Bce mapameTpsl HEHPOHOB JaHbl B Tabnuuax 3, 4, 5 Ipunoxenus.

MBI HCTIOTIB30BANIA CPETHENOIEBYIO MOJIEIb IO IBYM IIpUYUHAM. Mbl CTpEMIIINCH CAENaTh
MOJIeJb, KOTOpasi ONKchiBaia Obl BCIO ()OpMY pacrpesieieHnss akTUBHOCTH HEHPOHOB 1o (a3am
teTa-putMa. CpenHenoseBas MOJENb CUMYJIUPYET 4acTOTy pa3psfoB, YTO C TOUYHOCTBIO 0
HOPMHUPOBKH COOTBETCTBYET BEPOSITHOCTH I'€HEPALIMK UMITYJIbCA, YTO MTO3BOJISET CUMYJIMPOBAThH
BCIO (¢opmy pacrpeneneHus. CuMyssius MOMYJISLHMOHHONM 4YacTOThl J1aeT BO3MOXKHOCTh
OLIEHUTh I'paJueHT (YHKIHMU MOTEph MO napamerpaMm Monenu. OlueHka rpaaveHTta (QpyHKIUU
IIOTEPh JAET BO3MOXKHOCTHb INPUMEHATH METOABI TPAJMEHTHOTO CITyCKa IJIsl ONTUMHU3ALUU
napameTpoB Mozenu (15). JInd oneHku rpaIueHToB Mbl ucnonb3oBanu Tensorflow [10].

1.2. Moageap cuHamnca

JIns  MOAENMpOBaHUS  CHHANTMYECKUMX  CBsA3ed  Obula  HCIOJNB30BaHa  MOJEIb
Honpikca — Mapkpama ([11, 12, 13]), koTopast ONUCBHIBACTCS HECKOJIbKUMH YPaBHEHUSIMH,
IJe % — BEPOSATHOCTb BBIOpOCA MeQUaTopa W3 IpecuHarnca, ¥ — 01 Helpomenuaropa,
JOCTYITHOTO JUIs BBIOPOCA, i — OISl MEAUaTopa B cHHanTH4ecKou menu (10):
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du U

dat _T_f + Uine * (1 = u) * Ypresynaptic(t)

dr  1—-z—y

E = T—T —UuU-T- VpresynaptiC(t) (10)
dy Y

E — —T—d +u-x- Vpresynaptic(t)

rae Uj,. — 9TO 075 aKTUBHOIO HEWpoMeauaropa u, BbIOpAchIBAIOLIETOCS B CUHANTUYECKYIO
IE/Tb B OTBET HA MOTCHUUAN ASUCTBUS, Vpresynaptic(t) — 9ACTOTA Pa3psIOB IPECUHANTHIECKOH
MTOMYJISLUH.

1.3. Yucaennas cxema

Pemenue cuctem nuddepeHInanbHbIX YpaBHEHUM Ui MOMYNALUNA ObUIO BBIMOJHEHO C
ucnosnb3oBaHueM merona Pynre — Kytter yuerBéproro nopsiaka (At = 0.01 mc).

Cunantuueckue nepemeHHble moaenu lloapikca — Mapkpama (x, u, ) OOHOBISIIHCH C
KCIIOJIb30BAaHUEM aHATMTHUECKOTO PEIICHUS KaK/IOM IIare 1o CJIeIyIoel cxeme:

v~ = y(tn) - exp(=At /)

o7 = 1+ (a(t) = 1+ y(ta) - exp(—At/T,) = Ly(ta) (n
d Td

u” =u(ty,) - exp(—At/Ty)

C MOCJICAYIOIIHUM BBIYUCIICHUCM CIICAYIOLICTO 1Iara:

u(tn—H) =u + Uvinc(l - U_) At - Vpresynaptic(tn)
Y(tn1) =y~ +ultngr) -2 - Al Vpresynaptic(tn) (12)

SC(th) =xr — U(tn+1) cxm - At Vpresynaptic<tn)

1.4. HeneBble pyHKUMH U CUMYJISIIIUA BXO/10B

MBI HacTpauBajiM MapaMmeTpbl CETH, YTOOBI aKTUBHOCTh Ka)JIOW MOMYJSALMH HEHPOHOB
COOTBETCTBOBAJIAa IIEJIEBOM aKTHBHOCTH. B KadecTBe IeneBoil Obiia BeIOpaHa (yHKIUS
(¢oH Mu3seca, IOCKOIbKY OHA XOPOIIO ANIPOKCHUMHUPYET 3KCIEPUMEHTAIBHO HAOJII0aeMyI0
JUHAMUKY 4acTOThI pa3psioB. OyHkiust (poH Mu3eca onuchIBaeTCsl CIEAYIOMIUM YPABHEHUEM:

Vpop(t) = UL x (Ko - (COS(2T Wt — Bpop))) (13)
]O(Kp0p>

THE: Vinean,pop — CPEAHAA 4ACTOTA CPAOATHIBAHUSA TOMYIALMN (MMITYJIECBI/CEKYHILY ), Kpop — MEPA
KOHIICHTpaluu pacrpenencaus Gpon Museca, Io(k) — byHkims beccenst HyneBoro mopska,
we = 8 I'l — yacTora Tera-puT™Ma, ¢, — NHKOBas (a3a cpabaTbIBAHUS HOMYIALMH.

IleneBast (GyHKUMS YYUTHIBACT CPEIHIOI YaCTOTY pas3psAgoB HEHPOHOB U MOIYISALIUIO
TeTa-puTMOM. MOAYISIHS TETa-PUTMOM OIIpEeNsieTCsl KOHLIEHTpamuen ¢a3 paszpsaaos (k). B
9KCIEPHUMEHTAIbHBIX MCCIIEAOBAHUAX B KadeCTBE MephI pazdopoca (a3 4yacTo MPUBOAST ATUHY
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ayda — R, K MOXKET ObITh BblunciieHa u3 R [14]:

2— R+ R*+5/6—R° ec R < 0.53;
K(R) =4 —0.4+ 1.39R +0.43/(1 — R) ecnn 0.53 < R < 0.85; (14)
1/(3 R — AR® + R?) ecmn R > 0.85

[TomynsaunoHHBIE YacTOTHI BO30YKAatoNIMX BX0A0B U3 1ojsi CA3 1 SHTOpUHAIBHON KOPBI,
a TakXKe JOKaJTbHBIX MUPAMUIHBIX HEHPOHOB onuckiBaIuCh GyHKImsamMu GoH Muszeca. B xone
paboTHI MBI ONITUMHU3UPOBAIIH TTAPAMETPHI CBSA3EH U BHEITHHIA TOK (1)) JUIS KQXKIOHM MOMYIISIIAH
HEUpPOHOB. /{1 KaXI0M CBA3M Mbl HAaXOAWIM MATh ONTUMAJIBHBIX NapaMeTpoB. B kadecTse
Ha4aJIbHBIX YCJIOBHM ISl ONTHMU3AIIMU MBI HUCIIOJIb30BAJIA CPEIHUE 3HAYCHUS TMapaMeTpOB,
onucaHHbIX B [13]. B xome ontuMu3amnuu HacTpauBaioch Beero 480 mapaMeTpoB MOAEIH.

1.5. OnTuMu3anusa MoaeIu

[Ipn onTMMM3aLUM MOZENIH, MBI HCIOJIB30BAIM TPAaHUYHBIE YCIOBHS JJII HECKOJIBKHX
IepEMCHHBIX. MaKkcuManbHas CHHANTHYCCKAs MPOBOAUMOCTB(ggy:): OTrpaHHYEHA CHHU3Y
HYJIEBBIM 3HAYEHUEM C UCIOJIb30BAHHUEM OrpaHUYEHHMs Ha OTPHULATENIbHbIC 3HAYCHUS.
BpeMeHHbIe KOHCTaHTBI CHHAIICOB MMENH CIEAYIOIMe rpaHubl: Ty : [6, 240] mc, T4 : [2, 15]
Mc, T, : [91, 1300] mc. TTapamerp ucnonszoBanust menuaropa (Ui,e): [0,04, 0,7].

Jlns HacTpOMKKM mapamMeTpoB MOJEIH HCIOIb30BaJICS METOM I'PaJAUEHTHOTO CIycka. Mbl
ONTUMM3UPOBAJIM NApaMEeTPbl CUHANCOB (T,, Tq, T, Gsyn > Uine) M cpeiHUN TOK B KaXKIOM
nonynsuuu (1). OyHKUMS noTeps AN OLUEHKH PACXOXKIECHUS MEXKIY MOICIMPOBAHUEM U

1eneBoi (YHKIMEH OTpeIesieTCs Kak:

N T
Lstimulation = Z Z(ln(vtarget(tn) + 1) - ln(vsimulated(tn) + 1))27 (15)

n=1 tp

rae: N — KOIMYECTBO MOM/IANUHA HEHPOHOB, 7' — YHCIIO IIAroB B CHUMYMAIUHM, Viarget(tr) —
1e7IeBasi YaCTOTa UMITYJIbCOB B MOMEHT BPEMEHH 1, Vimulated (tr) — CMOJICIIMPOBAHHAS YaCTOTA
HUMITyJIbCOB B MOMEHT BpeMeHHu t,. Mcronb3oBaHue jorapuMuyeckoro npeoopa3oBaHus
obecrnieunBaeT yCTOMYMBOCTh ONTHMMH3ALUU K BapHalUsM aOCOIIOTHBIX 3HAUEHHH 4acToT
MMITYJIbCOB.

Cpenuuii TOK Ha KakJOW momyssiuuu (1)) OrpaHHMYMBAJICA C MPUMEHEHHEM MiTpada 3a
Ooupire abCOMIOTHBIE 3HAUEHUSI 10 TUIY L2 perynspuzaum:

N
Lyeg =AY (1), (16)
=1

rae A = 25 — mrpadyronuii ko3pPuuueHt, N — KoIu4ecTBO HEHPOHHBIX MOIMYISIMI.
OOwias (pyHKIHMS IOTEPh C yUETOM PErysipu3alii IPUHUMAET BUL

Ltotal - Lstimulation + Lreg' (17)

JInst  onTuMHM3anMM  Mcmonb3oBaiics ontuMuzarop Adam [15] co craHmapTHBEIMH
napamerpamu: Ckopocth oOyuenus (learning rate): 0.001, 3;, = 0.9, B2 = 0.99. B
orntuMu3anuu BeIMONMHUIOCh 5000 urepanmii. Kaxnas urepanus Obuia pa3dura Ha 6aTdw 1m0
120 mc — nepuog Tera-puTMa npu yactore B 8 I'm.
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Bce onTumanbHble napaMeTpsl IpuBeeHsl B Tabnuuax S u 7 (ecM. Ilpunoxenue).
2. PE3VJIBTATbBI
2.1. OnTumanabHas Mojelb
Ms1 pacecMmoTpenu OHOJIOTHYECKH TPaBIOTOJ00HYIO CETh, COCTOANTY 0 M3 10 momymnsiui

HEWpOHOB. I'pad cBA3el momynALMi CIOKHBIN U cofepkuT 94 cBasu (puc. 1) [13].

MocTcMHanTUYeckue Nonynsuum

Axo-Axonic

Basket

Basket CCK+

Bistratified

vy

Neurogliaform

O-LM

Perforant Path-Associated

Interneuron Specific R-O

Interneuron Specific RO-O

CA3_input

MEC_input

MNpecuHanTuyeckue nonynaumm

Pyramidal (deep)_input

Pyramidal (sup.)_input

Puc. 1. Cxema cBsi3ell B MOIEIH.

JluHamuka oOydeHus (3HaueHHs PyHKIMU N1OTEPh) MOKAa3aHbl HA PUCYHKE 2.

Bo30y>xaaronie BXoAbl HE MOAETHPOBATINCH KaK HEHPOHHBIE MOMYISAINH, 3 YIUTHIBATHCH
¢ momompro (QyHKIMIA OT BpeMeHU. PUCYHOK 2 NEMOHCTPHPYET pE3y/bTaTbl CUMYJIALUH C
ONTHMAaJbHBIMU MTApAMETPAMHU.

PucyHox 3 1eMOHCTpHPYET pE3yNIbTaThl CUMYJ/ISALNU C ONTHMAJIbHBIMU IIAPAMETPaMH.

JUst Ka>kJoM OMYIALMY IpUBeJieHa 1ieneBast QyHKLUS, pe3ybTaThl CUMYJISLIUH C TOMOIIBIO
CPEIHEIIOJIEBOM MOJEIU M PEe3yJIBTaThl MPSAMOM CUMYJSLUU C TOYCYHBIMU HelpoHamu. [
NpsIMOH CHUMYJISIIMM  UCIIOJIb30BaHbl ONTHMAJIbHBIE IApaMeTphl, HANJAECHHBIE C IOMOUIbIO
CpEIIHeTIONIeBON MOJeIn HeHpoHOB. PaccmarpuBaeMasi Mofelnb CETH MOXET NPUOINU3UTH
1esieBble (PYHKIUM A7 OONBIIMHCTBA MOMY/ISAIMNA HEHPOHOB C XOpolled TouHOCThI0. Mozenb
OIMCBIBAET BCE TpeOyeMble XapaKTEPUCTHKH IKCIIEPUMEHTANIbHBIX JAHHBIX: CPEAHION YacTOTY
pa3pamaoB, cpenHio ¢asy TeTa-puTMa M CTENeHb MOJYISIUM pUTMaMM (JUIMHA Jy4a R).
PacxoxaeHust CHMYIISLIUI 1 LIeJIeBBIX (PYHKIUI JIEKAT B pAMKaX TOUHOCTH IKCIIEPUMEHTAITBHBIX
usMepenui. B talmune 2 npuBeAEHBI YMCICHHBIE XapaKTEPUCTUKM TOYHOCTH DE3YIIBTaTOB
ONTUMU3ALNN JJIS KQXKI0H MOMYISIIMA HEHPOHOB.

OCHOBHOM MapaMeTp, KOTOPBIN MbI XOTEIH BOCIIPOU3BECTH — PACIPEECIIEHUE HEUPOHOB TI0
¢azam TeTa-puTMa, OTKJIOHEHUS! CUMYJIMPOBAHHBIX (a3 M IeNeBBIX COCTABIAIOT He Oonee 15
rpagycos (Tabm. 2). Takike 0TMETHM XOpOILIEEe COBMNAJEHHE PE3YIILTATOB NPAMBIX CUMYIISALUM
U CUMYJSIIMKA C MOMOIIBIO CPEAHEINONIEBOTo nojaxona. Jlamee Mbl pacCMOTpEIN BHYTPEHHIOKO
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0.5

0.4

0.3

0.2

0.1

3Ha4veHue yHKLUNK NoTepb

0.0+

0 2000

4000

3noxu obyyeHunn

Puc. 2. JIlunamuka ¢yHKIMM 1O 3moxam ontumusanuu. Beero 6puto BemomHeno 5000 smox

OIITUMH3alIHH.

Basket

Basket CCK+

vy

Neurogliaform

YacToTa pa3panos

= ||e/eBas YacToOTa
m— CUMYNALMS
40 --- cos
==+ To4ye4Hble HepoHbI
20
0
100 m—||e/leBas YaCTOTa
— CMYNALMS
n, o ) “=- cos
' " "y, o
50 \‘ 1N ==+ TouyeuyHble HeipoHsI
) % AN \ \J
m—||e/ieBas YaCTOTa
< Cumynsaums
8 20 --- cos
~ /\ ToueyHble HEeRpOoHbI
c L >‘ A
E /\QV FANS ’\\\'
SN SN N
1154 \ \
n == | |eneBas YacToOTa
1 I n
10 I ’nl N — CAMYNALNA
/) | VA A1 === cos
==+ To4euHble HEMPOHbI
5 \ i T P
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Puc. 3. Cumynanus Moienu C ONTHUMaldbHBIMH Tapamerpamu. Ha rpadukax mpencrapieHa
JMUHAMUKA YacTOTHI Pa3psOB UIsl KKIOW MOMYNISIWHW, IeleBas (QYHKIUS IS aKTHBHOCTH
(bynkius don Museca, 13). Cumynsanus ¢ MOMOIIbIO TOYSYHBIX HEUPOHOB ObLIA BBIMTOJHEHA

JUISL TIOMYJISIUH COCTOSIIMX M3 CTaHAApPTHBIX ypaBHeHui Moxkukesuda (yp. 8). Kaxnas nomynsanus
conepxana 4000 HEeHpOHOB ¢ MHJIMBUAYaJIbHBIMU TOKAMH, UMEIOLIUMU pacipenenenue Jlopenna.
Pesynprarel 111 €AMHUYHBIX HEHPOHOB CINIAXKEHBI € IoMoulpio okHa [lapsena (mwmpuna
50 mc). [ cumMynanuy ¢ eAMHUYHBIMYA HEMPOHAaMU HCIIONb30BAJIUCH ONTUMANIBHBIE TapaMeTphl,

HalJIeHHBIE C TIOMOIIBIO0 CPEIHEONEBON MOIETIH.

auHaMuKy monend. Ha pucynke 3 mokasaHa TMHAMHMKa CHHANTHYECKUX IPOBOAMMOCTEH Ha
Ka)K101 MOIYJISILIUU HEHPOHOB.

W Bo30yxnaaromiye, 1 TOPMO3HbIE IPOBOAMMOCTH MMEIOT YHUMOJAAJIBHOE pacHpezeseHue
M0 TeTa-UMKIY JUIi BCEX MOMyJSALHi HeHpoHOB. J[nsi OONBIIMHCTBA HEHPOHOB MapaMeTpHhI
MOJIETTU TIOAOUPAIOTCS TAKMM 00pa3oM, 4ToOBI BO30YKAAIOIINE BXOABI ObUTH OJHM3KO K MUKY
pa3psoB. TopMo3HbIE BXO/IbI IPUXOASTCS Ha (pa3y, IPOTUBOMOIOKHYIO MUKY pa3psaaoB. Takum
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Puc. 4. Crpykrypa BXOJOB Ha KaXAYH TMONYJIALMI HEHPOHOB. OTHENHHO MPECTABICHBI
BO30YKIArOIIUE U TOPMO3HBIE TPOBOAUMOCTH. VICTOUHUKY POBOAMMOCTEH (IPECHHANITUYESCKIE
MOMYJISIMKM) U300pPaXKSHBI OJIHUM I[BETOM Ha BCeX rpadukax, I[BETa OTMEUYEHBbI Ha JICTCHJIC
crpasa. Ha xaxxiom rpaduke mpeacTBeIeHa cyMMapHas Bo30yrofaromniast (Sum eXc) 1 TOpMO3Hast
MIPOBOAUMOCTE (Sum inh).

oOpa3oM, Monyasuust (opMupyercss 3a cd4eT BO30YyXKIeHHsI HEHpOHOB B OAHY (a3y puTMa
U TOPMOXEHUsS B Apyryro ¢a3y. HeGonbimmm uckimrodeHneM M3 oOIIero npasuiia sBISIOTCS
XOJICIIMCTOKMHUH-coaepxaie u MBu Heliponsl. [Iuk Bo30y»kaarolieil mpoBOAMMOCTH y HUX
HE COBIIAJAET C MHUKOM PAa3psNOB, XOTSA TOPMOXKEHHE Yy HTHUX TPYIII TAKXKE IMPUXOAUTCSA Ha
MIPOTHUBOMOJIOKHYIO (pa3y OT mHKa paspsoB. B ciyuyae 3Tux momynsiiuii HEHpOHOB (hazoBas
MOIYJISIIMS POPMUPYETCS NEPUOIUNUECKUM BBITAPMAKUBAHUEM.

2.2. YCcTOM4YMBOCTb pesKMMAa reHepaluy TeTa-puTMa

Ha 3axmrounrtenbHOM 3Tane ucciaeoBaHus Oblla MPOBEPEHA CTAOMIIBHOCTD MOJIY4YEHHOTO
pelieHusl MpHM pa3IMYHbIX 3HAYEHMAX YacCTOThl TeTa-puTMa. PaHee ObUIM OIpeneIeHbI
ONTUMAJbHBIE NAPAMETPHI IPH (PUKCUPOBAHHOM YacTOTE TETa-pUTMa, paBHOi 8 I'll. Pucynox 4
WUTIOCTPUPYET PE3YJIBTAThl MOAEIUPOBAHUS NIPU BapUallMy YaCTOThI TETA-pUTMA.

B Xozme mHpoBENEHHBIX YHUCIEHHBIX AKCHEPUMEHTOB YacTOTa CTUMYJISLUHM IMOIYJISUMA
HEHpPOHOB MOCJIEAOBATENILHO M3MEHsIach. [ Bcex BBIYMCICHUH NMPUMEHSINCHh NapaMeTphbl
MOJIESIM, YCTAHOBJICHHbIE paHee. AHaIM3 IOKa3aJl COXpaHEHHuEe (OPMBI pacrpeeeHHs
aKTMBHOCTH TOMYJIALUI HEHPOHOB OTHOCHUTENBHO (ha3bl T€Ta-pUTMa B IIMPOKOM JHAIa30HE
gacToT — oT 4 710 12 I'm. ¥V MHOrux nomyssiuuidi HabIrogaeTcss HeOONbIIOE CMEIICHUE MHKa
pa3psa0B B 3aBUCUMOCTH OT 4aCTOThI TETAa-PUTMA, OAHAKO 3T U3MEHEHHS OCTaIOTCA B paMKax
JIOTTYCTUMOM TMOTPEIIHOCTH. YacToTa TeTa-puTMa CYIIECTBEHHO H3MEHSETCS B pPealibHBbIX
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Puc. 5. Pacnipenenenne akTHBHOCTH HEHPOHOB 1O ¢a3e MpH BappbUPOBaHUH YaCTOTHI TETa-PUTMA.
Bce rpaduku HOpMUPOBaHBI KaK pacTpeIeIeHusI.

SKCHEPUMEHTAIbHBIX YCIOBUAX M 3aBHCHUT, HAalPUMEpP, OT CKOPOCTH JIBHXKEHHS >KMBOTHOTO
[16,17, 18, 19]. B npoananu3upoBaHHBEIMUA HAMH JIMTEPATYPHBIX JAHHBIX B 1 HET yIIOMUHAHUH
0 3aBHCHUMOCTH IMUKOBOH (pa3bl pa3psiOB KAKOTO-THOO THUIIA HEUPOHOB OT YaCTOTHI TETAa-PUTMA.
[ToaToMy MBI cuMTaeM pa3yMHBIM TPEIOJIOKEHHE, O COXPAHEHUHU (DA30BBIX OTHOLICHWH TpU
W3MEHEHUH YaCTOTHl PUTMA. YCTOWYMBOCTH (Pa30BOTO COOTHOIICHHUS MEXAY AKTUBHOCTHIO
HEWPOHOB M YACTOTOM TE€Ta-PUTMA SBJISETCS BAXKHBIM KaueCTBOM MPEIOKCHHOW HAMHU MOJIEITH.
[TomoOHbIE HCTIBITAHUSI COMOCTABUMBI C MPOIEIYypOil Kpocc-Bajuaalluu, UCIOIb3yeMOH B
MalIMHHOM O0y4YeHHUH, MIOCKOIBKY IEMOHCTPUPYIOT CIIOCOOHOCTH MOZIEIU /1aBaTh MPaBUIIbHBIC
OTBETHI B HOBBIX YCJIOBHUSX, OTJIMYHBIC OT TeX, HA KOTOPBIX MPOUCXOAUII0 e€ oOyueHue. IHpiMu
CJIOBaMH BXOJIbI Ha YACTOTE OTIMYHOM OT § 'l COCTABISAIOT «TECTOBYIO BHIOOPKY».

3. OBCYKJIEHUE

3.1. IIpeanoso:keHusi U OTPAHUYEHUS MOIETH

Hamm pesynbrarsl ONMparOTCs Ha HECKOJBKO KIHOUEBBIX MPEANONIOKEHUNA. Mbl
ucnonp3oBanu GyHkuuo GoH Museca Juis onMcaHUs BXOIOB U IIENIEBBIX YaCTOT pa3psoB.
OTU TPEeanojOKEeHUs MOJEIH OMUPAIOTCS Ha SKCIEpUMEHTajbHbIe AaHHbIE. bomee 85 %
nupamuaHbeix HeliponoB moneit CA3 u CAl, 3 cnos DK Moaynupyrorcst TeTa-put™MoMm [4].
Honst uatepreiiponoB mnonst CAl, MOTyMHPYIOMUXCS TETa-pPUTMOM cocTaBisier 95 % [4].
Cremnienp (ha3oBoi MOMynsMK [ A7 BCeX HEMPOHOB THIMIOKAMITA HAXOMUTCS B JUAa3zoHE
0.2-0.4, mbl ucnonb3oBasit 3HaueHue R = 0.3 nnst muaTepHEpoHoB U 0.25 171 MUpaMUIHBIX
KJIETOK KaK MEJMAaHHYIO OLICHKY. 3aMETHM, YTO MbI BBIOpanu I U3 paboTkl, B KOTOPOIl MaCCOBO
PEruCTPUPOBAINCH, HHTEPHEHPOHBI, HO OIpeaessiach MPUHAMAICKHOCTh HHTEpHEHpOHa
K KOHKTEPTHOMY Kiaccy. Mpbl caenanu Takod BBIOOp, MOCKOJIBKY B 3TOM HCCIIEIOBAaHUU
R oueHuBanach 1o 3alHCSIM HECKOJBKHX COTEH MHTEpHEHpoHOB (n = 464) [4] xak B
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UCCIIEIOBAHUAX OT/AEIbHBIX KJIACCOB MHTEPHEHPOHOB OOBIYHO HE Oojiee 5—7 KIETOK B CHITY
TPYAOEMKOCTH OIpeaesieHUs] THra HeipoHa. Da3bl MPUBSA3KU JUIsT BO30YXKIAIOMIUX BXOJOB
U JIOKAJIbHBIX HMHTepHEWpOoHOB moiyisi CAl u3Mepsuluch B HECKOJIBKUX 3KCIIEPUMEHTAIbHBIX
paborax (Tadm. 1).

B nameii paGore Mbl BBIOpamu TONBKO TE€ TUIBI TOPMO3HBIX HEHPOHOB, A KOTOPBIX
€CTh JIaHHBbIE O MHKOBOH (ha3pl pa3psyoB. 3HadeHUs (a3, B KOTOpble HAOIIOHAeTCs MUK
pa3psAI0B MOMYJSAIMA HEHPOHOB, MBI TAaKXe BBHIOpaJIM Kak cpeqHue 3HaueHus. [lapamerpsl
(ha30BOI MOAYISALUYU AETAILHO OMUCAHBI TOJIBKO JUIsl BO30YKAAIOIIKUX HEHPOHOB TUIIIOKAMIIA,
CyMMapHasi CTAaTHCTHKA T10 HECKOJILKUM MCCIICIOBAHUAM COCTaBISET COTHU KJIETOK (Tabm. 1).
WuTpenelipoHbl M3y4YeHbl HAMHOTO Xyke. VHTepHEHpOHBI COCTAaBISIIOT BCEro Okojo 9 %
HeriponoB noist CAl [20], X CIOXHO MEHUTH B DKCIIEPUMEHTax in vivo. OOBIYHO B OJHOM
HCCJIEJOBAHUN NPUBOAUTCSA CTAaTHCTUKA BCEr0 IO HECKOJbKMM HEHpOHaM OAHOIO Kiacca.
OTO MpPUBOIUT K OONBIINM pa3dpocam MEXIy pa3HbIMM HccienoBaHusIMH. PV kop3uHuarbie
HEHUpPOHBI — CaMblil UCCIIEOBAHHBIM THUII TOPMO3HBIX KJIETOK THIIIIOKamIla, HECMOTpPSI Ha 3TO
nMeeTcs 0oNbIIoN pa3dpoc o1eHOK (a3, Korja UX aKTUBHOCTh MakcUMaibHa. B nccnenoBanun
[21] moka3zaHO, YTO aKTUBHOCTh PV KOp3MHUYATHIX HEMPOHOB MPUXOAUTHCS HA HUCXOISIIYIO
¢da3y Tera-pur™Ma, HO OJNM3KO K BEpIIMHE TETa-BOJHBI, CpeJHEE 3HAUCHHE MUKOB OKoio 60
rpagycoB. B pabore [22] aBTOphl moKa3biBaloT, 4To PV KOp3uHUATHIX HEHpPOHOB ONM3Ka
K MHHUMYMY TE€Ta-IIMKJa, CPEIHEE 3HAUYC€HHE MUKOB pa3panoB okoimo 130 rpamycos. Ha
OCHOBaHUU 3TUX JAHHBIX MBI MOJIaraeM, YTO OTKJIOHEHHUE MpeAcKa3zaHUs MHUKOBOW (a3bl OT
ueneBoit B mpeaenax 40-50 rpamycoB sBISETCS OOMyCTHUMBIM. [I3-3a Mamoro KoiaumdecTBa
JAHHBIX O IOYTH BCEX OCTAJIBHBIX KJIacCaX MHTEPHEHPOHAX TOUHYO IOy CTUMYIO IOIPELIHOCTh
YCTaHOBUTbH HEBO3MOXKHO.

Bxurouenne B Mojielib OOJIBIIETO YUCIIa MOMYJIALNUNA TOPMO3HBIX HHTEPHEHPOHOB BO3MOXKHO.
Orto mpuBeno Obl K YBEIMYEHUIO KOJIMYECTBA TOPMO3HBIX KOMIIOHEHT, (OPMHUPYIOIINUX
BXOJIHOM CHUTHAl Ha KXyl M3 UCXoAHbIX 10 momynsiuil. B pamkax uCmonb30BaHHOTO
ONTUMM3ALMOHHOTO MOAX0/A 3TO MPEAOCTaBMIIO OBl MOJAEIM OOJIBLIYIO CTENeHb CBOOOIBI
JUI IoA00pa CUHANTUYECKUX MTapaMETPOB, NOTEHIUAIBHO M03BOJISAS JOCTUYb 00JIE€ TOYHOTO
U CWJIBHOTO TOPMO3HOIO KOHTPOJSI HaJ AaKTUBHOCTbIO HEWPOHOB B MPOTUBONOJIONKHON
¢daze. OgHako, ucxoas U3 (GyHIAMEHTAIBHOTO MPUHLUIA paboThl Moneau — (GOpMUPOBAHUS
($azoBoil MOAYNSIIIMM 3a CYET MPOTUBO(AZHOTO PACIONOKEHHS] MUKOB BO30YXKIAIOLMUX U
TOPMO3HBIX IPOBOAUMOCTEN — OCHOBHON PEKUM (DYHKIIMOHUPOBAHUSI CETH, BEPOSITHO, OCTAJICS
Obl HEM3MEHHBIM. PacimupeHHass MOAENb, MPEANOIOKUTEIBHO, COXpaHWIa OBl KIIOYEBYIO
0COOEHHOCTB: COBIAJIEHHE MMUKa CYMMapHOTO BO30YKIal0IIeTo BXxo/a ¢ Ppa3zoil MakCHMaIbHOM
paspsAHON aKTUBHOCTH HEWPOHAa M CMEIIEHHME IHKAa TOPMOXEHHSI Ha MPOTHBOIOJIOKHYIO
¢azy Tera-nmkia. Heo6xoauMo Takxke OTMETHTbh, YTO BKIIOUEHUE B MOJIENb JONOJHUTEIbHBIX
KJIACCOB UHTEPHEUPOHOB, JIJISl KOTOPBIX OTCYTCTBYIOT Ha/IeKHBIE IKCTIEPUMEHTAIbHBIC TaHHBIS
0 (ha30BBIX XapaKTEPUCTUKAX WX AKTUBHOCTH, CYIIECTBEHHO OCJIOKHWIO OBl MpoIecc
BAIMIAIMN W HMHTEPIPETAUH PE3yJabTaToB. TakuM 00pa3oM, XOTS PACHIMPEHHE MOJENU
MOJKET MOBBICUTH €€ OMOJIOTMYECKYIO MOJHOTY, BBIOPAHHBIM MOIXO0, (OKyCHpPYIOUIUIiCcS Ha
MOMYJISALHUSAX C U3BECTHBIMH (ha30BBIMU OTHOLICHUSIMH, SIBIISIETCS ONIPABJaHHBIM C TOYKHU 3PEHUS
MIPOBEPSAEMOCTH U COOTBETCTBUS UMEIOLTUMCS SKCIIEPUMEHTAIbHBIM JaHHBIM.

B HekoTOpbIX paboTax aBTOpHI OOpalIAIOT BHUMaHUE Ha WHIMBUAyaJbHbIE HEHPOHBI,
nuKoBas (pa3a pa3ps0B TETa-pUTMA HE COBIAJAET CO CPEAHEN 0 MOMYJIALNUN HEHPOHOB 3TOr0
xe Tuna. Hampumep, M3BECTHO, YTO YE€M BBILIE CPEIHSS 4YacTOTa Pa3psI0B IMUPAMUIHOTO
HEWpOHA, TeM paHbIlle HAXOAWTCS ero mukoBas ¢asza tera-putMma [23, 4]. Hama monmens
IPEINoIoraeT CHUMYISALHUI0 TOJNBKO ~CpeqHUX’ HEUPOHOB M3 KAXKAOW MOMYNSIMA U HE
BOCIIPOCIIPOU3BOANUT MHAMBHyaJIbHbIE BapHallUi aKTUBHOCTH HEHPOHOB.

Mopzenp KaxJI0M MNOMyMsALUU TPEANoyaraeT, 4T0 pacHpelesieHUe HHIUBUAYAIbHbBIX

747

Mamemamuueckas buonozus u buourgpopmamura. 2025. T. 20. Ne 2. doi: 10.17537/2025.20.738



MBICUH u p.

TOKOB HEWPOHOB INOAYMHAETCS pactpencHuro Jlopenua. Takoe pacmpeneneHue He sBISETCS
Oumoyornuecku MpaBaOMoOA0OHBEIM. BwiOop Takoit (opmbl pacmpenerneHuss 0OYCIOBICHO
cnenuduron monenu nomyisinuu [9]. [Ipeanmonoxenue o pacnpenenaecHue TOKOB 1o JlopeHiry
MO3BOJISIET CYIIECTBEHHO YIPOCTUTh MOAENIb MNONyMsIUMHA. B nuTeparype npoBOAMIUCH
MCCJIeI0BAaHUs MTOBEAECHUS MOMYISIIINI C HOpMaIbHBIM pacipeiesieHneM TOKOB. B aTom ciyuae
MIOJIy4YaIOTCSl CXOKHME PE3YJIBTaThl ¢ CUMYJILMEH MOMYISIMM, TOKA B KOTOPBIX paclpeneacHbl
o Jlopenity [24]. B npeasiayieii paboTe Mbl MPOBOIMIN UCCIEAOBAHUE TOMYIISIIINI, HEUPOHBI
B KOTOPBIX OTJIIMYAIOTCS 110 TOKaM M 1o moporam [25]. Mbl Takke He OOHApY KWK OTJINYHMHA B
XapakTepe MOBEACHUS MOMYNIALIUNA MPU pa3HOM BUJE I€HEPOTeHHOCTH. TakuM o0pa3oM yder
(dbopMBI pacripenenieHds MapaMeTpoB U BHAA MapaMEeTpOB HE Tak BaxkeH. BBeneHue Oonee
pPEATUCTUYHBIX MapaMEeTPOB PACHPEICICHHUS YBEIUUMIO Obl BBIYUCIUTEIbHBIC 3aTPaThl, HO,
BEPOSITHEE BCETO, HE TIOBJIMAJIO ObI HAa IMHAMHKY CETH.

Hama Mopens yuyuThIBa€T CpEeIHHE YAaCTOThl pa3psAA0B BXOAHBIX MOMYISIIMA U
UHTEPHEHPOHOB (Tabim. 1). Mpl BBIOpanm 3HAUYEHMS JUIA CHMYJSALMH Kak CpEIHUE U
ME/IMaHHbIE 3HAYEHMs, M3MEPEHHbIE B Jureparype (Tabm. 1). OnnHako TOYHBIE 3HAYEHHS
CPEeIHUX YacTOT pa3psAI0B HE BaXKHbl B HAIllEM KOHTEKCTE, MOCKOJIbKY 4acToTa pa3psioB
MPECUHANTUYECKOW TMONYJSLMU JIMHEMHO CBfi3aHA C BECOM CHUHAIITUYECKOW CBSI3H C
MIOCTCUHANTUYECKON momyisinued. MHbIMH clloBaMH  yMEHBIIEHHWE YacTOThl pas3psiioB
MIPECUHANTUYECKON MOMYISIIIMA MOXKET ObITh KOMIIEHCHPOBAHO YBEJIMYECHUEM CHUHANTHYECKON
MIPOBOJMMOCTH Ha MOCTCUHANTHUYECKUX HelpoHaX. [IockobKy cnHanTu4eckas mpoBOJAUMOCTh
ONTHMHU3UPOBANIaCh 0€3 OrpaHWYeHHH, TO MOAeNh MoxolOpana CpeAHHE YacTOThl O4YEHb
To4yHO. [lo3TOMY MBI HE CTamM YHIENATh BHUMaHHE OOCYXKJIEHHIO 3TOTO acreKkTa palboThl
Mozenu. Hama mozaens npenmnonaraet, 4To OOJbIIMHCTBO HEMPOHOB KaXkJI0T0 KJ1acca aKTUBHO
OJTHOBPEMEHHO Ha BpeMeHHM cumyisiuuu. [locnenHue wuccienoBaHus IOKA3bIBAIOT, YTO
MHTEPHEHPOHBI y4acTBYIOT B (DOPMHUPOBAHMM HEMPOHHBIX aHcamOlel, T.e. UX aKTHUBHOCTHb
MOJIyJUPYETCS BHEIIHMMH cTuMyiaamMu [26]. OgHako uCCle0OBaHUE M0 OJHOBPEMEHHOM
peructpanuu OOJIbIIOrO YUCIIa HHTEPHEHPOHOB Pa3HBIX KJIACCOB MOKA3bIBAET, YTO KIETKH BCEX
KJIACCOB aKTHBHBI OJJHOBPEMEHHO Ha BpPEMEHAaX B COTHM MuiuMcekyHA [27]. Takum obOpa3om
MIPaBOMEPHO CUUTATh, YTO 3HAYUTENbHAS J0Js1 HEMPOHOB Ka)KJOW MOMYJISALIMY aKTUBHA B OHO
U TO K€ BpeMs. 3aMeTuM, 4To 3(PPeKT 0THOBPEMEHHOW aKTUBHOCTH MHTEPHEHPOHOB pa3HbIX
HOMYASUIl HAOMI0NAaeTCsl, HECMOTPSL Ha TOPMO3HBIE CBS3M MOMYJSAIUN MEXIy IPyT APYroM
[20, 13] Hamra Mozesns XOpOIIo BOCIIPOU3BOIUT 3TOT 3P (HEKT.

B nameii pabore Mbl He YYUTHIBAJIM BXOJ B MOJAEIb OT MenuanbHOW centyM. [locnennue
WCCJIEIOBAHUS TOKA3bIBAIOT, YTO HAWOOJEEe CUJIBHBIM PUTMHUYECKHH BXOJ OT CENTyMa HJAET
K wnHrepHerpoHaMm nonss CA3 wu sHrOpuHanbHOW kopel [19, 28, 29]. Jlpyrue naHHble
JEMOHCTPUPYIOT BaXKHOCTh BXojaa oT mojisi CA3 u sHTOpuUHAIBbHOW Kopbl B moje CAl nmns
tera-putMa B HeM [30, 31]. BmecTe 3Tu pe3ynbTarsl NpUBOJAT K TMIIOTE3€, YTO TETA-PUTM B
nose CAl BO3HUKAeT B pe3ysbTare BTOPUYHBIX PUTMHUYECKHUX BXO/OB, a HE IPSAMOIO BXO/a
0T MeauasibHOro centyma. OCHOBHOM HEOCTAaTOK Hallel MOAENIN 3aK/II0YaeTCsl B OTCYTCTBUU
B CETH MUPAMUIHBIX HEHPOHOB. ITO 00YCIIOBIEHO UCIOIB30BAHUEM CPEAHEIONIEBOM MOJEINH,
KOTOpasi UMEET a/IalTalluIo0 TOIBKO JUIsl TOUEYHBIX HEHPOHOB [9].

DTO0 HE MO3BOJIAET Pa3IEINTh CUTHAJIBI IPUXOAIINE HA COMY U allMKaJIbHBIN AEHIPUT, YTO
OTPaHUYMBAET CPABHEHUE CUMYJIALUI C 3KCIIEPUMEHTAIBHBIMU JAHHBIMU. Taxke cUMyIsIuu
C TOYEUHBIMM HEHpOHAMM HE I03BOJIAIOT CUMYJIHPOBAaTh SKCTPAKIETOYHBIH MOTEHIMAIL.
JlanpHeliye HalM vcciaenoBaHus OynyT HalpaBlIeHbl Ha MPEOAOJIEHUE ITOr0 OIPaHUYEHHUS.
Jlannble 0 OamaHce BO30Y)KIEHUS U TOPMOXKEHHUS HA MHTEPHEHpPOHAX Yy JKUBBIX YKUBOTHBIX
BO BpEMsI T€HEpAIK T€Ta-puTMa OTCYTCTBYIOT. B 3TOM acnekre HalM CUMYJISALIUU SBIISIOTCS
IIPOrHO30M.
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3.2. JkcnepuMMEHTAIbHAS NIPOBEPKA NMpeACKa3aHui MoaeJIH

Jlnsg BepuUKaUU TEOPETUYECKUX TNpeACKa3aHUM MOJENH, KacaloUuIMXcsl JAMHAMUKH
BO30YX/IAIOIIMX M TOPMO3HBIX BXOZOB Ha Pa3IMYHbIX KJIACCaX MHTEPHEHPOHOB, MOTYT OBITh
MIPEUIOKEHBI CIENYIONINE SIKCIIEPUMEHTAIbHbBIE TTOAXOABI.

IIpsimast  SkcnepUMEHTalbHAsE IPOBEpPKa, XOTS M CONPSIKEHA C CYIIECTBEHHBIMU
METOAO0JIOTMYECKUMH TPYJHOCTSAMH, OCTaeTcs ocyliectBuMoil. Haubonee npsMbiM MeTo0M
SIBJISICTCS] OHOBPEMEHHAsI i1 Vivo PETUCTPALlUsl CHHANITHYECKUX TOKOB B UACHTU(DUIIMPOBAHHBIX
uHTepHelpoHax noist CAl ¢ moMolso MeTo/ja MaTy-KiaMil B peskuMe (pUKcauy noTeHuana
(voltage-clamp). Ota MeTonuKa, MpUMEHsBLIAsICA Ul aHaIU3a OanaHca TOKOB B MUPAMUIHBIX
HelpoHax [32], M03BOJIIET HENOCPEACTBEHHO KOJIMYECTBEHHO OLIEHUTh BPEMEHHYIO JTUHAMUKY
U aMIUTUTYy BO30Y>KAAIOIIKUX U TOPMO3HBIX TOCTCUHAIITUYECKUX TOKOB B TEUEHHE TETA-IUKIIA.

KocBennasi, Ho Ooiee TEXHMYECKH JOCTyIHAs IpPOBEpPKa MOXKET OBITh BBIIIOJHEHA
C MHCIIOJIb30BAaHUEM METOAOB oONToreHeTHkH. CTparerus 3akirouyaeTcs B CEIEKTUBHOU
aKTMBAallMM WJIM WHTUOMPOBAaHUM KOHKPETHBIX TMONYIAUuil adQepeHToB WM caMux
WHTEPHEWPOHOB B pa3nuyuHble (a3bl JOKAIbHOTO Tera-putMma. COrNacHO mNpencKa3aHUsIM
MoJIeNH, (POTOCTUMYIISIMS BO BpeMsi MUKOBOW (Dasbl pa3psiioB JaHHOTO THIIA MHTEPHEHPOHA
(korga TOPMO3HBIN BXOJ MHHHMMAJIEH) JOJDKHA BBI3bIBaTh MEHBIIMN MPUPOCT YacTOTHI €ro
pa3psI0B [0 CPABHEHHIO CO CTUMYJISALMEN B IPOTUBOIOIOKHYIO a3y (KOrjaa TOPMO3HBIH BXOJ
MakcuMmaieH). [Togo6Has oruka npuMeHsIach JJs OLEHKH CUJIbI TOPMOXKEHUS! TIPH aHAJIN3e
punIuI-ocunusiui [33].

Takum o0pa3zoM, mpemIoKeHHAss MOAEHb (HOPMYIUPYET TPOBEPSIEMbIE THIIOTE3bI
OTHOCHUTENbHO ()a30BOIl OpraHM3alMy CHHANTHYECKUX BXOJOB, [UISI BaJUAALUU KOTOPBIX
MOTYT OBITh aJANTHUPOBAHBI CYIIECTBYIOIINE METOIUKH BHYTPUKIETOUHON perucrpanvu u
OINTOI€HETHKH.

3.3. OueHka 3HAYUMOCTH IAPaMETPOB

Bonpoc 006 ycToMYMBOCTM JMHAMUKM MOJAEIM U O 3HAUUMOCTH €€ MHOTOYHCIIEHHBIX
[IapaMeTpPOB SBJSICTCS BaXKHBIM JUIA OLICHKM HAAEKHOCTH IIOJIYYECHHBIX pE3yJIbTaTOB.
IlonHoneHHbIH aHanM3 mI00AIbHON UYYBCTBUTENBHOCTH, TPEOYIOIIMN CHCTEMATHYECKOTO
BapbUpoBaHMs Bcex 480 napamMeTpoB MOZIEIN U OLIEHKU MX BIMSHUS HAa BBIXOJAHBIE I0KA3ATEINH,
COIIPSIKEH C KOJIOCCAJIbHBIMU BBIUMCIUTEIbHBIMU 3aTpaTamu [34].

B xauecTBe npakTHUECKH OCYLIECTBUMOTO 11ara MOXKET ObITh IPUMEHEH aHaJIM3 JOKAJIbHOU
YYBCTBUTEIBHOCTH B OKPECTHOCTH HAWJIEHHOTO ONTHUMAJIBHOTO pElIeHHsS. DTOT METOJ
MIO3BOJISIET KOJIMYECTBEHHO OLICHUTH, HACKOJIBKO U3MEHATCS KIIFOUEBBIE BHIXOHBIEC IIEPEMEHHBIE
(Hanpumep, (aza MMKOBOM aKTUBHOCTH) MPH MaJIbIX BO3MYLICHUAX KaKJ0ro napamerpa [35].
OnHako, JaHHBIN TOXO0 HE BBIABISIET HETMHEHHBIX 2(p(hEeKTOB 1 B3aMMOACHCTBHUI TapaMeTpOB
BJQJIM OT TOYKH ONTUMAJIBHOTO PEIICHUS.

MBI npesiyiaraeM UCIoJb30BaTh CTPYKTYPY MOZIEIH U OTIUPAThCs Ha aHAJIU3 OTHOCUTENILHOTO
BKJIaJla OTAETbHBIX CHHANTHYECKUX CBs3ell B (hOpMHpPOBAHME CyMMAapHOM BO30yXxJarouien u
TOPMO3HON NPOBOJUMOCTH I Ka)XXAOH MOMyJsAiuu. [71aBHON OLEHKON CTENEHHM Ba)KHOCTU
KaXJ0H CBSI3M MOYET CIYKUTh MaKCHUMajlbHasi MPOBOAUMOCTb. HekoTopele cuHanTuyeckue
HOPOBOAMMOCTH 3aHYJIAIOTCA NpU ontuMusanuu (Tabn. 7). OTo O3HA4YaeT BCE OCTAIbHBIE
napaMeTpsl ITUX CBSA3€H HE MPUHUMAIOT ydyacThe B AMHAMUKe ceTH. [[pyrue cuHantuyeckue
TOKH, HAIlPOTUB, JOMHUHUPYIOT B CYMMapHOH CHHANTHYECKOW NPOBOAMMOCTHU. XapaKTepHbIE
BpeMeHa 3Tux cBsizedt u U, Taxke OylyT BHOCUTH CYLIECTBEHHBIH BKJIaja. Buzyanuszauus
CHUHAITUYECKUX MPOBOJUMOCTEN MO3BOJISET KAUECTBEHHO OLIEHUTh, KAKUE ITPECUHANITUYECKUE
MOMYJISALUYU ABJISAIOTCA JTOMUHUPYIOIIUMH UCTOYHUKAMU BO30YXXACHHUS WM TOPMOXKECHMS AJIS
Ka)kJI0TO TUIIA HHTEPHEUPOHOB (pHC. 4).
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3.4. CpaBHeHHe ¢ APYTUMH MOJEISIMH

B nuteparype mpencTaBIeHO HECKOJIBKO TOMBITOK OOBSCHUTH (ha30Bble OTHOLICHHUS
HEHWPOHOB U TeTa-puTMa. KittoueBast njest ncciae0BaHui COCTOUT B OIPEIEIICHUN ONITUMAJIBHON
CTPYKTYPBI BXO/Ia OT MEIMAJILHOTO CENTyMa 1 BO30Yy»)Aaronux BxoqoB [36, 37, 38, 39, 40, 41].
Hammm pe3ynbraTsl He OTPHULIAIOT BKJIAa BHEIIHUX BXOJ0B, a IEMOHCTPUPYIOT JOIIOJIHUTEIbHBIN
MEXaHM3M cTabuiau3anuu (pa3oBbIX OTHOIIEHUH. Mozaenu ¢ HeOONbIINM YUCIOM MOMYSISAIUN
MHTEPHEWPOHOB JIAIOT XOpolliee NpUOIKeHUE pacipeeeHus HeHpoHOB 1o (hazaM TeTa-puTMa
3a cueT Bxoma OT MmenuanpHoro centyma [38, 40] OnmHako ¢ yBENTWYEHHUEM YKCIIA TUIOB
MHTEPHENPOHOB B MOZEIAX KauecTBO MpuOmkeHus (a3oBbIX OTHOUIeHUH najnaet [36, 39]. B
IIPOLMTUPOBAHHBIX pab0OTAX aBTOPHI UCIOIb30BAIM PA3HYIO CTPYKTYpPY BXO0B. MBI Iojaraem,
YTO y4eT B MOJEJIU JIeTalIbHOW CTPYKTYphl BX00B B 1osie CA1 He0CTaTOYHO 1 OObSICHEHUS
($a30BbIX OTHOLIEHWH HHTEpHEHPOHOB. OcHOBHas mpoOneMa MpH IMOCTPOCHUU MOJENU
pacripeniesieHIsl HeMpOHOB 1O (hazaM TeTa-puTMa — 3TO BBISBICHUE MEXaHHW3Ma CTaOMIM3aluu
AQHTarOHUCTUYECKUX OTHOIIEHUN MEX/y pa3HbIMU MOMYJSILUSIMU HHTEpHEWpoHOB. Hanpumep,
napBanbOymun-conepxkamue (PV) u xoneuucrokunun-copepxamue (CCK) kop3uHuaThie
HEHpPOHBI TOPMO3ST APYyr Apyra M pa3pspKaroTcs Ha MPOTHBOMOJIOKHBIX (a3ax TeTa-puTMa
(42, 43, 44, 22] CnoxHo noaoOpaTh mapaMeTpsl CBsi3eH, KOrla 3TH HEWpOHBI (OPMHUPYIOT
YCTOWYMBYIO TPOTUBO(A3HYI0 aKTHBHOCTH. Yalie BCEro oxHa M3 MOMYNIALUH MOJHOCTBHIO
nojasisieT Bropyto. I[Ipu paccMoTpeHun 60blero yucia nomyisinii HUHTEpHEHPOHOB 3a/1aua
MHOTOKPATHO yCIJIOKHSETCSI.

B npensiaymieii pabote Mbl IOKa3ajaH, YTO KPAaTKOBPEMEHHAsl CHHANTHYECKas IIaCTUYHOCTh
MEXIy THOMYIALUAMH HWHTEPHEHPOHOB MOXKET OBITh HEAOCTAIOIIMM KOMIIOHEHTOM B
crabmin3aiun ¢$a3oBbIX OTHOIIEHHH [45]. B 3T0if paboTe MbI pa3BUiIM 3Ty MICIO U TIOKA3aJIH,
9TO CETh C KPAaTKOBPEMEHHOW IUIACTHYHOCTBIO CBSI3€H MOXKET BOCIPOM3BECTH (ha30BbIC
OTHOIICHUS JJisi OOJNBIIETO0 YHCJIa HEWPOHOB. DTOT BBIBOJ TAKXKE MOIATBEPXKICH B APYTOil
pabote [41], rne B Monenb Takke ObLI BKIOYEH 3 (HEKT KpaTKOBPEMEHHOW MIIACTUYHOCTH.
B »10i1 paboTe ncnonb30Bay APYrylo CTPYKTYPY BXOAOB. ABTOPHI MOJEIUPOBAIN BXOJBI MO
komarepansm [lladdepa n u3 menuampHOro centyma. ABTOpaM YIalOCh BOCIPOHM3BECTH
(a3oBble OTHOIIEHHS HEHPOHOB. DTO TOBOPUT O TOM, YTO Y4eT B Moxenu Hddexra
KpaTKOBPEMEHHOM IJIACTUYHOCTH UMeET OoJibliiee 3HaYeHHUE, YEM CTPYKTYpa BXOJOB.

B ommume ot mpensiaymield paboThl 34€Ch MbI MCIOIB30BAIN CPEIHEMNOJIEBYIO MOJEIb
JUIs  ONMCAHMSA MOMYJSUUMHA HEUPOHOB IO JABYyM IpUYMHaM. Bo-nepBeIX, 3Ta MOZEIb
Oosiee BBIYMCIMTENBHO IpocTa. B Hamel npeapiaymiedt cratbe [45] MBI HCHONB30BaIU
MOMYJISIIIMOHHBIA TIOAXO0l Ha OCHOBE MOJAEIHPOBAHUS pePpPaKTEPHON MIIOTHOCTU. DTOT METOA
MIO3BOJIIET TOYHO ONMCHIBATh YaCTOTY pa3psAioB OOJIBLIOrO 4uclia HEHPOHOB IPU YCIOBUU
MOJIYYEeHMS KaXkAbIM HEHPOHOM UHAMBUAYAIBHOTO 1Iyma [46, 47, 25].

Onnako »Ta Monenb TpeOyeT ropasno Ooibliero oObema BbIYMCICHHUH. BoO-BTOpBIX,
UCTIONIb30BaHHas B O3TOM paboTe cpenHemnoneBas MOJeNb aJanTHpPOBaHa Uil HEWPOHOB
WxukeBnua. basa Hippocampome conepxutr mapamerpsl Mozaenu MokukeBuua Juis
OOJBIIMHCTBA THUIIOB HEMPOHOB TUIokama [48].

B wtore sTo mo3BONMMIIO caenaTh MoOHETh Oojiee OMOJOTHYECKH TPaBIONOJO0OHON U
BBIUNCIIUTEIBHO JIETKOM.

SAK/IIOYEHHE

TeopeTnueckue MoJeNIN TOJKHBI C1eJ0BaTh IPUHIMITY OpuTBbI OKKaMa. Mozaenu JOIKHBI
CTpEeMHTbCs Hambosiee JEeTaJbHO ONKMCaTh CBOMCTBA OOBbEKTAa WJIM SIBJICHUS, HaOmromaeMble
HKCIIEPUMEHTAIIBHO, ITPU TOM TEOPETHYECKUE MOJIENHN JJOJKHBI OBITh MAKCUMAIIBHO IPOCTHIMH,
HACKOJIBKO 3TO BO3MOXKHO. IIpemnokeHHass Mozenb cleAyeT 3TOMY NPHUHIMILY HECMOTpPs Ha
yKa3zaHHbIE B 00CyKIeHUH HenocTaTKu. C OAHON CTOPOHBI, IPEIOKEHHAs! MOJIEIb OMUCHIBAET
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¢azoBble oTHOIIEHUS HeiiponoB nonst CA 1 npu reHepanmu Teta-purMma. [IpenioxkeHHas Moaeb
camasi CJIOKHasl KakK I10 YUCIY HEHPOHHBIX MOIYJISALNH, TaK U 110 KOJIUYECTBY OMMCHIBAEMBIX
naHHbIX. C Ipyroil CTOpOHBI, Hallla MOZAEIb MUHHUMAJbHA 1O YHUCIY U CIOKHOCTH JIEMEHTOB.
CuHaricel, HEHPOHBI, BXOZBI B CETh OIHMCHIBAIOTCSA NPOCTHIMU YPaBHEHUAMU.

HccnenoBanue BbIModaHEHO 3a cueT rpaHta Ne 25-24-00080 Poccuiickoro nayuHoro ¢onna,
https://rscf.ru/project/25-24-00080/.
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IIPHJIOXKEHUE

ITapameTpsl MOZEIMPYEMbIX MOMYJISAAI

Tab6auna 1. O0mue mapaMeTpbl MOACITUPYEMBIX HOITYJIAITAN

Moneanpyemblie nonyasiund | R | Vipean,pop (MMIL/ceK.) | d(rad) HNcTounuku

Axo-Axonic 0.3 29 0 [44, 49]
Basket 0.3 18.59 1.57 | [22,44, 50, 51]
Basket CCK+ 0.3 9 —1.57 [44, 52]
Bistratified 0.3 27 3.14 [44, 51]
Ivy 0.3 4 —1.57 [22, 50, 44]
Neurogliaform 0.3 8 0 [33]
O-LM 0.3 30 3.14 [22, 51, 44]
Perforant Path-Associated 0.3 5 —1.4 [32]
Interneuron Specific R-O 0.3 2 —0.52 [34]
Interneuron Specific RO-O 0.3 2 —0.52 [54]

T'eneparopsl BX010B

CA3 Input 0.25 0.5 1.4 [4]
MEC Input 0.25 1.5 —0.52 4]
Pyramidal (superficial) 0.25 0.5 0 [55, 56]
Pyramidal (deep) 0.25 0.5 3.14 [33, 56]

CpaBHuBaroTcst 1eieBble (QyHKIMM W cuMmyiassuuu. IlpuBenensl ko3¢ UIMEHT
nerepmuHanuu R%, D? mo abcomotnoi ommbOke (MAE) um casur ¢as MexIy ILeneBoi
¢byHkMen u cumynauueit A¢ B rpagycax.
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Tabauna 2. XapakTepuCTUKHU ONTUMAJIBHONW MOJIENN

Tun nomyJasiuu R? D? Ad
Basket 0.71 | 0.64 | —14°
O-LM 1 096 | 0°
Basket CCK+ 0.98 | 0.86 10
Ivy 098 | 0.85 | 0O
Neurogliaform —0.16 | 0.24 | 12°
Bistratified 098 | 088 | 1°
Axo-Axonic 1 0.97 0°
Perforant Path-Associated 0.82 | 0.59 10
Interneuron Specific R-O 0.80 | 068 | T°
Interneuron Specific RO-O | 0.93 | 0.74 | 5°

IlepeBoa pa3mepHbIX MapaMeTpoB B 0e3pa3MepHbIe

[TepeBon mepeMEeHHBIX B Oe3pa3MepHbIC BEIUYMHBI MPOM3BOAUTCS 1O HHXKECIIETY M
¢dopmynam, 3amiaBHBIMU OykBaMH O00OO3HAYAIOTCS pa3MEpHbIE BEIMYUHBI, CTPOYHBIMH —
0e3pa3MepHbIe:

_ 1% _ W
v—1+m,w—

leR|23

Veak V;"ese
Upeak = 1+ €/R s Ureset = 1+ t

— Vr _ G
X = 1 + |VR|, gsyn - KlVRla

_ CA _ B
¢= Rlva» O = RVRD
- I W"um
Leurrent = KVal?? Wiymp = kﬁ/Rﬁa
E,
=1+ mr
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Ta0nunbpl mapaMmeTpoB HEHPOHOB

Taoauuna 3. [TapameTpbl MEMOPaHHOTO MMOTEHIIMAIA MHTEPHEWPOHOB

Tun nomyJasiuu Vi MB] | Vr [MB] | Vpear [MB] | Vigser [MB]
Axo-Axonic —66.8 —65.8 3.1 —62.2
Basket —57.6 —35.5 21.7 —48.7
Basket CCK+ —63.2 —38.2 27.4 —53.3
Bistratified —64.7 —58.7 -10 —59.7
Ivy —70.4 —40.9 —6.9 —53.4
Neurogliaform —63.3 —47.6 10.7 —50.8
O-LM —60 —56.4 8 —58.2
Perforant Path-Associated —55.4 —42.5 —0.05 —51
Interneuron Specific R-O —55 —40 25 —55
Interneuron Specific RO-O —55 —40 25 —95

Tabauua 4. DiaexTpuyeckue napameTpbl U apaMeTphl aJjanTallid UHTEPHEUPOHOB

Tun nonyJIssuun C [n®] | K [aCm/MB] | A [mc] | B [HCM] | Wjiymyp [HA]
Axo0-Axonic 234 9.825 0.0022 14.468 26
Basket 114 1.194 0.0046 0.2157 2
Basket CCK+ 59 1.06 0.0230 | —26.870 294
Bistratified 107 3.935 0.0020 16.580 19
Ivy 364 1.916 0.0092 1.908 45
Neurogliaform 254 2.360 0.0087 17.559 40
O-LM 73 4.475 0.0686 74.299 299
Perforant Path-Associated 12 4.838 0.0451 | —49.308 194
Interneuron Specific R-O 20 1 0.15 8 200
Interneuron Specific RO-O 20 1 0.15 8 200
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Taoauuna 5. 3HadeHns 6e3pa3MEpHOro BHEIIHETO TOKA 1] AJIS pa3IHMYHBIX TUIIOB HHTEPHEHPOHOB

Tun nonmyJasiuu n
Axo0-Axonic 0.00061
Basket —0.00112
Basket CCK+ 0.001
Bistratified —0.00094
Ivy 0.00013
Neurogliaform 0.00036
O-LM 2.83E-05
Perforant Path-Associated 0.0067
Interneuron Specific R-O 0.00035
Interneuron Specific RO-O | 0.00046

Taonauua 6. bespasmepras mepa pa3dpoca BHEIIHEro ToKa AT B MOMYJIAILUSIX HHTEPHEHPOHOB

Tun nonyJIsinuu An
Axo-Axonic 0.00057
Basket 0.0063
Basket CCK+ 0.00355
Bistratified 0.00091
Ivy 0.0053
Neurogliaform 0.0053
O-LM 0.00093
Perforant Path-Associated 0.00013
Interneuron Specific R-O 0.000991
Interneuron Specific RO-O | 0.000991
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TaﬁJmua 7. OHTI/IMI/I3I/IpOBaHHLIC napaMeTpbl CHHAITUICCKUX MMEPEMCHHBIX

MBICHH u 1p.

IIpecunamnc IMocTcunanc 9syn | Tf IMe] | Tq [Me] | T [Mc] | Ujne
Axo0-Axonic Basket 0 19.2 6.4 599 | 0.324
Axo-Axonic Basket CCK+ 0 67.2 4.8 662.4 | 0.04
Axo-Axonic Bistratified 0 15.6 7.5 7383 | 0.04
Axo-Axonic CA3 Input 10.2 42.7 15 388.4 0.7
Axo-Axonic Interneuron Specific R-O 0 23 5.9 566 | 0.231
Axo-Axonic Interneuron Specific RO-O 0 23.7 5.8 568.9 | 0.228
Axo-Axonic Ivy 0 18.3 7 679.3 | 0.04
Axo-Axonic MEC Input 11 49.7 8.2 328.6 | 0.472
Axo-Axonic Neurogliaform 0.094 23.8 15 547 0.7
Axo0-Axonic O-LM 0.015 19.2 5 602.3 | 0.051
Axo-Axonic Perforant Path-Associated 0 27.5 5.5 571.6 | 0.04
Axo-Axonic Pyramidal (deep) 8.2 75.9 6.3 295.5 | 0.229
Axo-Axonic Pyramidal (superficial) 13.1 80.9 13.7 295.5 | 0.685
Basket Basket 7 6 2 635.5 | 0.04
Basket Basket CCK+ 35.8 26.8 4.4 756.2 | 0.04
Basket Bistratified 24 6 2 776.2 | 0.04
Basket CA3 Input 53.6 75.5 15 440.1 0.7
Basket Interneuron Specific R-O 44 6 8.3 613.1 | 0.04
Basket Interneuron Specific RO-O 43.8 6 8.2 617.3 | 0.04
Basket Ivy 27 6 2 735.8 | 0.04
Basket MEC Input 293 77.4 15 3579 0.7
Basket Neurogliaform 41.4 6 4 598.3 | 0.053
Basket O-LM 4.5 6 2.8 650.2 | 0.04
Basket Perforant Path-Associated 39.5 6 8.2 6232 | 0.04
Basket Pyramidal (deep) 39.5 112.4 15 326.1 0.7
Basket Pyramidal (superficial) 46 107.4 15 326.2 0.7
Basket CCK+ Basket 2.8 8.1 2.4 579.3 | 0.204
Basket CCK+ Basket CCK+ 0.276 84.4 2 638.8 0.7
Basket CCK+ Bistratified 0 334 2.8 549 | 0.04
Basket CCK+ CA3 Input 17.6 82.6 15 330.9 0.7
Basket CCK+ Interneuron Specific R-O 0 29.1 2 504.3 | 0.334
Basket CCK+ Interneuron Specific RO-O 0 29.9 2 503.9 | 0.632
Basket CCK+ Ivy 1.1 24 2.8 569 0.7
Basket CCK+ MEC Input 7.9 111.5 12.5 273.7 | 0.197
Basket CCK+ Neurogliaform 2.5 21 13.1 5003 | 0.49
Basket CCK+ O-LM 0 25.1 2 5335 | 0.04
Basket CCK+ Perforant Path-Associated 0 40.1 4.1 522 | 0.04
Basket CCK+ Pyramidal (deep) 6.9 204.6 10.2 170.3 | 0.506
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Ipecunanc IMocTrcunanc Goyn | Tr IMe] | Tq [Me] | T [Mc] | Ujne
Basket CCK+ Pyramidal (superficial) 22.8 221.9 15 164.1 | 0.366
Bistratified Basket 1.5 13.5 4 585.5 | 0.04
Bistratified Basket CCK+ 0 27.2 2 627 | 0.04
Bistratified Bistratified 1.4 10 8.3 710 | 0.04
Bistratified CA3 Input 21.6 119.8 15 364.3 0.7
Bistratified Interneuron Specific R-O 4.8 6 533.6 | 0.04
Bistratified Interneuron Specific RO-O 0 6 5354 | 0.04
Bistratified Ivy 20.4 6 641 | 0.458
Bistratified MEC Input 3.5 100.2 15 531.7 0.7
Bistratified Pyramidal (deep) 0 75.5 9.8 242.5 0.7
Bistratified Pyramidal (superficial) 36.9 134.8 15 232.7 0.7
Interneuron Specific R-O Basket 4 70.1 15 576.1 0.7
Interneuron Specific R-O Basket CCK+ 0 66.3 10.1 622.8 | 0.04
Interneuron Specific R-O Bistratified 314 106.8 2 762.4 0.7
Interneuron Specific R-O CA3 Input 0 31.2 6.1 397 | 0.169
Interneuron Specific R-O Ivy 0 20.4 11.9 651.1 | 0.04
Interneuron Specific R-O MEC Input 83.5 101.2 15 553.2 | 0.202
Interneuron Specific RO-O | Basket 2.9 75 15 565.7 0.7
Interneuron Specific RO-O | Basket CCK+ 0 68.4 10 614.4 | 0.04
Interneuron Specific RO-O | Bistratified 46.2 108 2 737.4 0.7
Interneuron Specific RO-O | CA3 Input 0 32.1 6.2 385.1 | 0.04
Interneuron Specific RO-O | Interneuron Specific R-O 0 25.6 9.6 547.5 | 0.144
Interneuron Specific RO-O | Interneuron Specific RO-O 0 26.1 9.5 548.7 | 0.149
Interneuron Specific RO-O | Ivy 0 20.8 12 6373 | 0.04
Interneuron Specific RO-O | MEC Input 84.7 96 15 553.8 | 0.15
Interneuron Specific RO-O | Pyramidal (deep) 58.4 101.3 14.2 283.6 | 0.04
Interneuron Specific RO-O | Pyramidal (superficial) 85 148.1 15 283.4 0.7
Ivy Basket 42 6.5 2 643.4 0.7
Ivy Basket CCK+ 36 13.9 15 649.8 | 0.04
Ivy Bistratified 0 11.6 10.6 760.1 | 0.04
Ivy CA3 Input 72.6 96.7 15 417.4 0.7
Ivy Interneuron Specific R-O 55.9 10.4 15 562.2 0.7
Ivy Interneuron Specific RO-O 57.4 10.6 15 564.8 | 0.685
Ivy Ivy 37.9 7.4 15 688.7 | 0.436
Ivy MEC Input 54.8 92.7 15 532.1 0.7
Ivy Pyramidal (deep) 60.5 96.8 15 293.2 0.7
Ivy Pyramidal (superficial) 70 101 15 290.7 | 0.632
Neurogliaform MEC Input 15.6 132.2 15 286.6 0.7
Neurogliaform Neurogliaform 47.5 10.8 15 566 | 0.04

[IponomkeHnre TaOIUIBI Ha CIEAYIONMIEH CTpaHUIIE
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Ipecunanc IMocTrcunanc Goyn | Tr IMe] | Tq [Me] | T [Mc] | Ujne
Neurogliaform O-LM 0 20.6 6.8 578.1 | 0.203
Neurogliaform Perforant Path-Associated 0 28.1 33 540.9 | 0.04
O-LM Bistratified 0 17.6 8.1 717 | 0.04
O-LM CA3 Input 38.1 59.1 5.7 357.7 | 0.651
O-LM Interneuron Specific R-O 1.1 45.1 15 522 | 0.629
O-LM Interneuron Specific RO-O 5.1 49 15 522.8 | 0.513
O-LM Ivy 0 33.7 15 669.4 | 0.692
O-LM MEC Input 12.8 13.3 2.1 556.2 | 0.04
O-LM Pyramidal (deep) 3.2 106.5 2 202.1 | 0.04
O-LM Pyramidal (superficial) 70.6 162.5 8.5 194.7 0.7
Perforant Path-Associated | Bistratified 0 16.1 9.1 738.1 | 0.04
Perforant Path-Associated | CA3 Input 14.7 52.3 15 420.6 0.7
Perforant Path-Associated | Ivy 0 14.7 6.9 686 | 0.04
Perforant Path-Associated | MEC Input 5.5 55 6.3 358.6 | 0.382
Perforant Path-Associated | Neurogliaform 2.5 18.8 14.3 558.5 0.7
Perforant Path-Associated | O-LM 0 18.9 6.1 6133 | 0.04
Perforant Path-Associated | Perforant Path-Associated 1.5 28 10.2 578.5 | 0.217
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Abstract. The theta rhythm synchronizes neural activity in the processes of attention
and memory. However, the mechanisms of synchronization of neural activity
during theta rhythm generation are not known. We propose a mathematical model
explaining the distribution of the CA1 field neurons over the theta rhythm phase. We
examined a network consisting of 10 types of inhibitory cells: (PV) parvalbumin
and (CCK) cholecystokinin basket cells, axo-axonal, bistratified, neurogliaform,
perforant path-associated, interneuronal-specific (subtypes R-O and RO-0), Ivy and
OLM neurons. The network received four excitatory inputs from the CA3 field,
the medial entorhinal cortex, and two types of local pyramidal neurons of the CA1
field. We have shown that it is possible to fit the parameters of connections in the
model that neurons form experimentally observed phase relationships relative to
the theta rhythm. For most types of neurons, excitatory inputs add up and give a
maximum near the peak of discharges in the theta cycle. The peak of inhibitory
inputs falls on the opposite phase of the theta rhythm, due to this, activity slows
down from the opposite phase of the theta rhythm. The model steadily reproduces
the phase relations over the entire frequency range of the theta rhythm for most types
of interneurons.
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