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Tera-put™m (4—12 1) UTpaeT KPUTUYECKHU BaXKHYIO POJIb B IIpoLieccaX BHUMAHUS U MTAMSITH, OCY-
LIECTBIIIOIINXCS C yIaCTUEM TUIIIToKaMMa. B maHHOM 0630pe MBI MOIMBITAIUCH CUCTEMATU3UPO-
BaTh TaHHBIE O MeXaHM3MaX reHepaluy TeTa-pUTMa, OIMcaTh, KAKME CTPYKTYPhl MO3Ta BOBJICYE-
HBI B ero ()OpMUpOBaHME U PETYISILINI0. MBI OCTapalrch TAKXKe MMOTYEPKHYTh T€ ACTICKTHI TeHe-
paluu TeTa-puT™Ma, KOTOphle TPEOYIOT TOMOTHUTEIbHOTO UCCIeI0OBaHMS.
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Putmbr DD1 6611 OTKPBITHI B KOHIIE XIX Be-
Ka, OJHAKO MO CE AEHb OHU OCTAIOTCSI OHOU U3
3arafiok, OymopaxailuMx yMbl MCCIIEeNOBaTENE
MO3Ta. DTO CBI3aHO C TeM, 4YTO pUTMbI DD Tec-
HO KOPPETUPYIOT C PU3UOTOTMYECKUMHU COCTOSI-
HUSIMUA MO3Ta, a TAaKXe C PELIeHUEM KOTHUTHUB-
HBbIX 3a7a4.

Cpenu Bcex OTIEI0B MO3Ta MJIEKOIIUTAIOIIX
TUIIIOKAMII O4eHb OBICTPO CTaI HauboJiee MoMmy-
JIIPHBIM OOBEKTOM MCCICAOBAHMS, B TOM YMCJIE
B KOHTEKCTe u3yyeHusi putMoB. C OlHOI CTOpO-
HBI, TUIIIIOKAMII UMeeT 0ojiee IPOCTOE aHATOMU-
YeCcKoe 1 TUCTOJIOTUYECKOE CTPOSHUE MO CpaBHE-
HUIO C HOBOI KOpOI1 rojioBHOro mo3ara. C apyroii
CTOPOHBI, TUIIMOKAMIT BOBJIEYEH BO MHOXKECTBO
KOTHUTHBHBIX (OYHKIMIA, TaKMX KaK JIeTEeKIIMs
HOBHU3HbI, BHMMaHue, JeKjaapaTuBHas (B TOM
yucie anu3onndeckas ) naMaTh [ Buzsaki, Moser,
2013; Vinogradova, 1995; Vinogradova, 2001].
Haub6onee BeipaxkeHHOI 2JIEKTPUYECKOM aKTUB-
HOCTBIO, PETUCTPUPYEMOIi B TUIIIIOKAMIIE, SIBJISI-
€TCSI TETa-PUTM — 3TO BBICOKOAMILIMTYIHBIE OC-
LUISIIUY JTOKAJIbHOTO MOJeBOT0 NOTEHIIMAA C
yactoroii 4—12 Iy (puc. 1). Tera-put™m siBasieTcs
HEU3MEHHBIM CITyTHUKOM IIPOLIECCOB BHMMaAa-
HUSI U TaMsTU, CBSI3aHHBIX C TUIIIOKAMIIOM
[Buzsaki, 2002; Buzsaki, Moser, 2013; Vinogra-
dova, 1995; Vinogradova, 2001]. C camoro mMo-
MeHTa OTKpbITHsI TeTa-puTtMa [Green, Arduini,
1954; Jung, Kornmiiller, 1938] ObLJ10 MOHSITHO,
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YTO OH TIpENCTaBIsIeT COOOi OTpakeHWe CUH-
XPOHM3AILMU aKTUBHOCTU B OOLLIMPHBIX HEHAPOH-
HBIX CeTsIX rurmokamima. OnHako BO3HUKAET BO-
MpPOC O TOM, SIBJISIETCS JIM T€Ta-PUTM aKTUBHbBIM
YYaCTHUKOM KOTHUTHUBHBIX (DYHKIIUI WIIU TIPEI-
CTaBJIsIET COOOI X MacCUBHOE OTpaxeHue, (T.e.
HE SBJISETCS JIM TeTa-pUTM 3MNUEPEHOMEHOM)?
Hpyroii Ba>kHBbII# BOMPOC 3aKI04YaeTcs B BbISIC-
HEHUU MEXaHU3MOB, TOPOXAAIOIINX TETA-PUTM.
B HacTosi111eM 0630pe Mbl mocTapaeMcsl 4aTh OT-
BEThI Ha TMOCTaBJIEHHbIE BOIIPOCHI C TOYKM 3pe-
HUSI COBPEMEHHBIX TaHHBIX HEPOHAYKH.

MEONAJIBHAA CEITTAJIbHAS OBJIACTD
— [NEMCMEKEP TETA-PUTMA

Ha ceronnsiiiHuii feHb B IUTEpaType yTBEP-
IUJIOCh MHEHHUE, YTO MeauajabHasl celTajbHasi
obnacts (MCO) urpaer KJIo4eBylo pOJib B TeHe-
pauuu teta-putma [ Buzséki, 2002; Colgin, 2013;
Vertes, Kocsis, 1997; Vinogradova, 1995]. Dta
TOYKAa 3pESHUSI OCHOBBLIBAETCS HA TOM, YTO yAaJjie-
HUe Uiy papMakojoruiyeckass MTHaKTUBaLIMS aK-
TuBHOCcTU B MCQO HapyiaeT rurioKamnaib-
Hblli TeTa-putM [Green, Arduini, 1954; Mitchell
et al., 1982; Mizumori et al., 1990; Petsche,
Stumpf, 1962; Wang et al., 2015], B To Bpems
KaK aJIeKTpuueckasi, papMakojoruieckasi Wimn
ONTOreHeTUYEeCKasl CTUMYJISLMS BbI3LIBAIOT U
ycunuBbaloT ero [Lee et al., 2017; Robinson et al.,
2016; Sweet et al., 2014; Zutshi et al., 2018]. MCO
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Puc. 1. ITpumep 3anucu nosieBoro noreHirana B moje CAl runmokammna KpbIChl B HOBOI cpene. CreBa rokaszaHa
MCXOIHAs 3aIliCh, CIIpaBa MoKa3aH CIIEKTp CUTHaJIa. B HOBOII cpee TeTa-puTM TOMUHMPYET B CIIEKTPE JIOKAJb-
HOTO MoJieBOro noreHnuaia. MicxogHas 3anuch B3sita U3 oTpbIToit 6a3bl Collaborative Research in Computational
Neuroscience — Data sharing (crcens.org), Habop naHHBIX he-3 [Diba, Buzsaki, 2008; Mizuseki et al., 2009; Mizuse-

ki et al., 2014].

Fig. 1. An example of recording the field potential in the CAl field of the rat hippocampus in a new environment.
The original record is shown on the left, the signal spectrum is shown on the right. In the new environment, theta
rhythm dominates in the spectrum of local field potential. The original record is taken from an open database Col-
laborative Research in Computational Neuroscience — Data sharing (crcns.org), a dataset is hc-3 [Diba, Buzsdaki,

2008; Mizuseki et al., 2009; Mizuseki et al., 2014].

conepxut F’AMKepruueckue, nryraMaTepruye-
CKHE U XOJIMHEpruyeckue HelpoHkl [Sotty et al.,
2003], mpu satom nonyisuuss TAMKepruueckux
HEUpPOHOB HEOIHOPOAHA U COCTOUT U3 KaJlbpe-
TUHUH- U NapBaJIb,OyMUH-COAEPKAIIUX KJIETOK
[Freund, 1989; Kiss et al., 1990; Kiss et al., 1997].
st Bcex HeipOHHBIX MOMYISLIUNA, 3a UCKII0UE-
HUEM KaJbpeTuHUH-conepxaimx 'AMKepru-
YeCKUX HEpOHOB, MOKa3aHbl NMPOEKIIMU B TUI-
nokamn [Freund, 1989; Kiss et al., 1997; Man-
seau et al., 2005; Mesulam et al., 1983].

B 1utepatype Benercs mmpokas IMCKYCCHUSI O
POJIY KaXXI0M U3 IPYMI CENTalbHbIX HEMPOHOB,
MPOCLIUPYIOLIUXCSA B TUIIIIOKAMII, B TeHEpalluu
TeTa-puTMa. HanMeHee M3ydyeHHBIMU OCTAIOTCS
MPOEKLUH IJTyTaMaTepruyeckKux HeiipoHoB. I1o-
cJie OTKPBITUS OPOEKIU 3TUX HEAPOHOB K ITH-
paMUIHBIM KJIeTKaM M MHTepPHEepOHaM TUIIIIO-
kammna [Manseau et al., 2005] HekoTOpBIE aBTOPHI
MpeAnoaarajim BaXXHYIO poJib 3TUX NPOEKIUA B
CUHXPOHM3ALMU TUIIIIOKAMIOAJbHOM CETU HA Te-
Ta-yactoTe. OmHAKO IOCAEAHUE UCCASIOBAHUS
MOKA3bIBAIOT, YTO BHYTPUCEITAJbHbIE CBS3U
mIyTaMaTeprudecKux HEeMpOHOB HAMHOIO BaXK-
Hee, YeM MX ITPOoeKIIMM B rummokamn [ Robinson
et al., 2016]. B npuBeneHHoii paboTe mokas3aHo,
YTO CTUMYJISILIMSI aKCOHOB IIyTaMaTepTU4eCKUX
HEUPOHOB, UAYIIMX B TUIIIIOKAMII, HE BbI3bIBACT
M3MEHEHUS MOIIHOCTUA WM YaCTOTHI TeTa-PUT-
Mma.

XOoJMHEPruyecKre CcernrTajibHble HEUPOHBI
TakKXe MMEIOT MHTEHCHUBHBIE TPOEKIIMU B TUII-
nokamn [Mizumori et al., 1990]. OcHOBHEIMU
MUILIEHSIMU XOIuHeprudyeckux npoekuuii MCO
B TMIIIIOKaAMIE SIBJISIOTCS TpaHyIsIpHbIe KJIETKU
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3ybuaToil acuyyM M NUpaMUIHbIE HEWPOHBI
CA1l u CA3, ogHako XOJWMHEPTruyecKrue TepMu-
HaJld OOHapYy>XKMBAIOTCS M Ha MHTEpHEMpOHax
[Frotscher, Léranth, 1985]. IToka3zaHo, 4TO XO-
JuHepruyeckue HeiipoHsl MCO moryT BoBJie-
KaTbCsl B puTMUUYeckuil pexxuMm [Brazhnik, Fox,
19991, oqHako uX poJib B pETryJsSLIMU TeTa-puTMa
TUMIOKaMIIa 0 CUX TOP BbI3bIBAET CIIOPHI.

Honroe Bpemsi CUMTANOCh, YTO IJIABHBII TUII
XOJIMHOPELEITOPOB B Tummnokamiie — 3To M3
MycKapuHOBBIe peuienitopsl [Cummings, 2000].
MycKaprHOBbBIE PEeLENTOPHI SIBISIOTCS MeTabo-
TPOITHBIMK, MHO3TOMY 3(G@dEeKT MUX aKTUBALUU
IJINTCSI HECKOJBKO OECSTKOB CEKYHI WIN JaXKe
MUHYT. bb10 mOKa3aHO, YTO aKTUBALIUS XOJIM-
HEPru4YeCcKUX MPOeKLUi CcOo3maeT MEIJICHHYIO
nenonsipu3anuio HelipoHoB CAl [Madison et al.,
1987]. OcHOBBIBasiICh HA 3TUX JAHHBIX, B INTEPa-
TYp€ CJIOXUJIOCh MHEHHE, YTO POJIb XOJIUHEPIU-
YeCKOro BXoAa 3aKJII04aeTcsl B CO30aHUU TOHU-
yeckoro Bo30yxneHus [Buzsaki, 2002]. B mo-
cliefHee BpeMsl MOSIBUJIMChH JaHHbIE O BAXKHOCTHU
XOJIMHEPruYeCKMX HUKOTUHOBBIX PELICITOPOB B
KOTHUTHUBHBIX (YHKLUAX Tunnokamia [Mc-
Quiston, 2014], ogHakKo MokKa He ITOJIy4eHO Ka-
KMX-JINOO JaHHBIX 00 UX POJM B reHepaluu Te-
ta-put™Ma (cMm. 063op [Stoiljkovic et al., 2015]).
B nesomM MOXHO 3aMeTUTh, YTO BJIUSIHUE XOJIU-
HEPTUYEeCKUX HEUPOHOB CXOXE C BIMSIHUEM
BHeImHMX mpoekuii B MCO, Taknx Kak todpamMm-
HEpruyeckKue Wiu CepOTOHUHEePTUYECKUEe, KOTO-
pble PEeryJupylor IeficMeKepHylo (HyHKIIUIO
MCO. Ponb BHEIITHNX BXOJIOB MBI OOCYIIM HILKE.

B MupoBoil suTeparype CIOXWIUCH Mpea-
CTaBJIEHU, YTO IJIaBHAas POJIb B CHHXPOHU3allUN
Ne 3
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TUMIITOKAMITAILHOIM CeTH Ha TeTa-4acToTe MpU-
Hamiexut TAMKepruyeckumM Cenro-TUINIO-
KaMNaJbHBIM HelipoHaMm [Freund, Antal, 1988§;
Stewart, Fox, 1990; Téth et al., 1997], skcnpec-
cupylomiuM  napBajiboymuH [Freund, 1989].
T'AMKepruuyeckue HelipoHsl MCO celleKTUBHO
WMHHEPBUPYIOT MHTEpHEHPOHBI 3yOuaToit ¢dac-
muu v moneit CA3 u CAl [Unal et al., 2015]. ITo-
kazaHo Hammuue B MCO 1aByX mnomyiassoui
napBabOyMuH-cogepkammx [TAMKeprigeckux
HEMPOHOB, KOTOpBIE pPa3psSKAIOTCSI PUTMUYEC-
CKMMU 3aJIlTaMM Ha TIPOTUBOMOJIOXHBIX (hazax
TUIITOKaMITAIbHOI TeTa-BOJIHBI, B IPOTUBO(dAa3e
oTHOcuTeNbHO ApYT aApyra [Borhegyi et al., 2004;
Henderson et al., 2004].

CrnenyeT OTMETUTb, YTO BCE MEPEUYUCICHHBIS
HelipoHHble monyassuuu MCO MMEIOT UHTEH-
CUBHBIC CBSI3M MEXIY COOOl M MOTYT IPUHU-
MaTh y4acTHUE B TeHEpallUy TeTa-pPUTMa HE TOJIb-
KO C IOMOIIBIO TPSIMBIX IIPOEKILUI B TUIINO-
KaMIl, HO M 3a CYET BIUAHUA Ha Ipyrue
nonyiasauuyd HeipoHOB BHyTpuM camoii MCO
[Dannenberg et al., 2015; Henderson et al., 2004;
Robinson et al., 2016].

PETYJISILWA HEUCMEKEPHOW ®VHKLIUU
MEJIUAJIbHOW CENTAJIBHOM OBJIACTU
BHELLIHMMU MNPOEKLMWSIMU

MCO nosryyaeT MHOTOYMCJIEHHBIE IIPOSKIINU
W3 IPyrux objacTeil Mo3ra, KOTOpble BIUSIOT Ha
PUTMHUYHOCTb CEIITaJbHBIX HEUPOHOB (puC. 2).
B nuteparype uailie Bcero o0cykaarTcsi IpOeK-
UM 13 TUMONOKaMIIa, PETUKYISIpHON dopma-
LUK, CyIpaMaMMWISIPHBIX sSiAep TUIioTajamyca,
a TakXke MOHOAMHUHEPruYecKue IIPOEKIIUM.
MHorue U3 3TUX MIPOEKLUl PEeryaupyloT MOIII-
HOCTb U/WIN 4aCTOTY PUTMUUECKOM TeTa-aKTUB-
HocTu B MCO (cM. 0030p [Kuuuruna, 2004a]);
HOAPOOHO BJIMSHME YyKa3aHHBIX CTPYKTYyp Ha
PUTMUYECKYIO COCTaBJISIIOIIYI0 aKTUBHOCTU
CeNTaJbHbIX HEMIPOHOB OITMCAHO HIXKE.

OO6parTHas cBSI3b U3 TMNIOKaMIIa OCYILECTB-
JISIETCS TUIIIIOKAMITaIbHO-CENTAIbHBIMU MHTEP-
HelipoHaMmu. OHU XapaKTePU3YIOTCSI SKCITPECCU -
eli comaTocTaTHa, a TakKKe KaJbOMHIMHA WIN
KanbpeTuHuHa B 1oje CAl, B xuinyce 3yo0uyaToit
dacuuu u B str. lucidum CA3 cCOOTBETCTBEHHO
[Gulyaset al., 1991; Gulyas et al., 2003; Seress et al.,
1991]. B nmone CA1 Teyna 3TUX KJIE€TOK HaXOASITCS
B str. oriens [Jinno, Kosaka, 2002; Zappone, Slo-
viter, 2001]; >Tu UHTEepHEHPOHBI UMEIOT TOPU-
30HTaJbHbIE NIEHAPUTHI U aKCOHBI B IPYTMX CJI0O-
ax (str. oriens, pyramidale v radiatum) | Gulyas
et al.,, 2003]. TunnoxkamnajabHO-CeIITaJbHbIE
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Puc. 2. Cxema Gpu3HN0IOTrMYECKOM PETYIISIINMA TETA-
purMa. OOBSICHEHNE B TEKCTE.

Fig. 2. Scheme of physiological regulation of theta
rhythm. Explanation in the text.

HEHPOHBI TOPMO3SIT NMPEUMYILIECTBEHHO MapBaJlb-
OyMMH-coAepXalllie CenTaJlbHble HEHPOHBI
[Bassant et al., 2005; Mattis et al., 2014; Té6th
et al., 1993]. Takum oOpa3zom, IMOTEHLUATIbHO
TMIITIIOKAMIT MOXKET OKa3bIBaTh MPSIMOE BO3ICi-
CTBUE HA BBIXOAHON PUTMUUYECKUM CENTATIbHbBINA
curHajl. Hekotopsle aBTOpbI BBIABUHYJIU UJICIO,
4yTO 1J1s1 pOpMUPOBAHUSI CUHXPOHHOI aKTUBHO-
ctu HelipoHoB B MCQO HeoO0xoauM TUIIIIOKaM-
HajbHBINA BXOI, U TETa-PUTM T€HEPUPYETCS B pe-
3yabTate B3aumoaeiictusa MCO u rummokammna
[Borisyuk, Hoppensteadt, 1999; Denham, Bori-
syuk, 2000]. OgHako maHHasl TOYKa 3peHUs He
MoJay4yuja HIUPOKOTO BKCHEPUMEHTATbHOTO
noaTBepxaeHus. B pabore, mpoBeneHHOII Ha
CEeITO-TUIMIOKAMITAJILHOM IIpernapare in Vvitro,
OBLJIO TTOKA3aHO, YTO TOPMO3HbLII BXOJH, OT TMII-
nokaMIia MOXET PE30HMPOBaATh C IapBaIbLOY-
MUH-TIO3UTUBHBIMUA HeHpPOHAMM, HMMEIOLIMU
h-TokM, 1 3a CYET 3TOr0 yCUIMUBATh UX PUTMUY-
HOCTh U CUHXpPOHHOCTH [Manseau et al., 2008].
OpHako B TaHHOI paboTe ST MHOYKIIMU TeTa-
pUTMa MCIIOJb30BaJIaCch alILIMKalus Kapbaxo-
JIMHA Ha TUIIIIOKAMMAaJIbHYIO 4acTh Mperiapara,
IIpU KOTOPOM TeHepupyeMasi puTMUYECKash aK-
TUBHOCTb Ha TeTa-4acTOTE MMEET APYIrylo, OT-
JIMYHYIO OT €CTECTBEHHOTO TeTa-puTMa, IPpUpPO-
ny. IlogpoOHee KpUTUKY TaKOro I0AXOAa B HC-
cJieIOBaHUU TeTa-pUTMa MbI IIPEACTaBUM HIKE.
B npyroii pabote npu peructanuu in vivo 6bL10
0OHapyKEeHO, YTO MpM IeHepaluuu TeTa-puTMa
HaOJIIoJaeTCs yBeJIMUYeHIEe KOJIMYECTBA CeIlTalb-
HBIX HEIPOHOB, aKTUBHOCTh KOTOPBIX IIPOXOIUT
CTAaTUCTUYECKUI TECT MPUIMHHOCTHU 1o [peitH-
JIXKEepYy 10 OTHOIIEHMIO K IOJIEBOMY CUTHAJLy, pe-
ructpupyeMoMy u3 runmnokamma [Kang et al.,
2017]. OnHako NpuBeACHHbIE JaHHbIE YKa3biBa-
IOT TOJIbKO Ha HaJIMUMe KOPPEISILIMOHHBIX OTHO-
LIIEHUI, YTO TaKKe HE SBJISICTCS MPSIMBIM J10Ka-
3aTeIbCTBOM (PU3MOJIOTMYECKO 3HAYMMOCTU
TUIIIOKAMITaJIbHO-CEeNTAbHbIX MPOCKIMUA B Te-
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Hepaluu TeTa-puT™Ma. Takum o0pa3om, BOIIpOC O
POJIU TUTIITIOKAaMMaIbHO-CEeTNTaIbHBIX IPOESKIINA B
reHepalny TeTa-pPUTMa OCTACTCS OTKPBITHIM.

Bonbiiyio posib B neiicMekepHoOi aKkTUBHOCTU
MCO wurpaet Bo30yXIaIOIINI BXOJ CO CTOPOHBI
petukysipHoii ¢popmanu [McNaughton, Rich-
ardson, Gore, 1986; Vertes, Kocsis, 1997; Bpax-
HUK, 1986; bpaxkHuk u np., 1984]. AHatomuue-
CKU peTukyispHas popmanus cBazaHac MCO u
TUMIOKAMIIOM TPYIINOK BOJOKOH, BXOISIIMX B
COCTaB MeIMaJbHOIO MEePeIHEMO3TrOBOTO MyykKa
[Guillery, 1957]. McTOYHUMK 3TUX BOJIOKOH HAX0-
JIUTCS B siApax peTUKYISIpHOI hopMaliuM cpel-
HEro Moara, siapax ['ynneHa v peTuKyJIsIpHBIX 1-
pax MOKPbIIIKK MocTa. BojlokHa mMennaabHOTo
nepenHeMo3roBoro mydka BxoadaT B MCO B 00-
JlacTM auaroHasibHoro mydka bpoka [Conrad,
Pfaff, 1976a; Conrad, Pfaff, 1976b]. HacTs Boji0-
KOH HAIpSIMyI0 MPOXOAUT B JOpCaJIbHOM Ha-
npasieHuu B runnokamil [Guillery, 1957; Rais-
man, 1966; Raisman et al., 1966]. I1poekiuu pe-
TUKYJISIDHOU (DOpMaliMi CPEeIHErO MO3ra UMEIOT
miyramateprudyeckyto npupony [Ford et al.,
1995; Steriade, 1996; Takakusaki et al., 1996].
Anpa 3amHeit yacTu cpeaHEro mMo3ra M MocTa
dopMuUpyIOT XONnHepruueckue npoekuuu [Ford
et al., 1995; Steriade, 1996; Takakusaki et al.,
1996]. meroTcss JaHHBIE, YTO YACTh MPOCKIIUI
OT PETUKYISIPHBIX saep Mocta umeeT TAMKep-
rudeckyio npupony [Ford et al., 1995; Steriade,
1996; Takakusaki et al., 1996].

Beuto mOKa3zaHO, 4YTO BIIEKTpUYecKask WU
(hapmakosornyeckasi CTUMYJISIHUAST PETUKYIISIP-
HOIT (bopMallMM MPUBOAUT K yBEJIMYSHUIO Ya-
CTOTBI 3aJITIOB CENTAJIbHBIX HEHPOHOB U yBEIIM-
YEHUIO YaCTOThI I MOIITHOCTH T€Ta-pUTMa B TUTI-
nokamne [Brazhnik et al., 1985; Klemm, 1972;
Macadar et al, 1974; McNaughton et al., 1986;
McNaughton, Sedgwick, 1978; Paiva et al., 1976;
Vertes, 1982]. Bxon co cTOpoHBI peTUKYISIPHOM
opmanum paccMaTpuBaeTCs KaK MICTOYHUK UH-
(opmanum o0 3HAUYMMOCTU CEHCOPHOTO CTUMYJIA;
3HAaYMMBbIE CTHUMYJIbI aKTHMBUPYIOT TeHepaluio
TeTa-pyuTMa B TUIIIIOKAMIIE, HEOOXOIMMOTIO I
MPOLIECCOB BHUMAHUS U TamMsaTh (0030phI
[Vertes, Kocsis, 1997; Vinogradova, 2001]).

Ponp cympamaMMIISIpHOTO siipa TMIIOTaJIa-
Myca B TeHepallMy TUIITOKAaMIIaJbHOTO TeTa-
puTMa LIMPOKO obcyxkaaeTcs B mureparype. [1o-
Ka3aHO, 4YTO HEHPOHBI CyIIpaMaMMUJISPHOIO
sgpa IIPOCLUUPYIOTCS Ha XOJUMHEPTUYSCKHUE U
I'AMKepruueckue Heliponbl MCO [Borhegyi et al.,
1998; Vertes, McKenna, 2000], a Takxe B 3ybua-
Ty1o ¢acuuio u noje CA3 runnokamiia [Vertes,
2015; Vertes, McKenna, 2000]. TAMKepruue-
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CKMe HEHMPOHBHI, JieXkKalllie Ha TpaHulIle MeIallb-
HOTO M JIaTepaJIbHOTO Siep CemnTalbHOI o0Jia-
CTH, B CBOIO odepeab IPOCLUPYIOTCS B CyIpa-
MamMmusipHoe siapo [Borhegyi, Freund, 1998];
TaKM 00pa3oM, UMEIOTCS CUJIbHBIE B3aMMHbIC
CBSI3M MEXIY CeNTaJbHOII 00JIaCThIO M CyIpa-
MaMMWISIpHBIM siipoM. HelpoHbl cynmpamam-
MUWJISIDHOTO sIipa pa3psikKamTCsl PUTMUYHBIMU
3ajJrmaMy Ipu reHepauuu Tera-putMa [Bland
et al., 1995; Kirk et al., 1996; Kirk, McNaughton,
1991; Kocsis, Vertes, 1994]; snekrpnyeckass Wi
(hapmakosornyeckasi CTUMYJISLIUS CyIIpaMaM-
MUJISIPHOTO sI/Ipa YBEJIUYMBAET YaCTOTY M MOIII-
HOCTh THINITOKAMMAJIBHBIX TeTa-OCHUIIISIIINIA
[Bland et al., 1994]. OgHako 3TOT 3(pheKkT He Ha-
OromaeTcs B TOM ClIydae, €CI HeMpOHHAasT aKTUB-
HocTh B MCO (hbapmakoJiornaecku 3a0JJOKMpPOBa-
Ha [Ariffin et al., 2017]. Ymanenue cynmpamamMMu-
JIIPHOTO SIIpa HE TPUBOOUT K HaPYIICHUIO
reHepauuy Teta-putMa B Turmmokamiie [Thin-
schmidt et al., 1995]. OcHoOBBIBasiCh Ha 3TUX JaH-
HBIX, B IUTepaType BBIIBUHYTA UACS O TOM, YTO
HEUPOHBI CyITpaMaMMIISIPHOTO SIIpa MOTYT pe-
30HMpOBaTh ¢ HelipoHamu M CO, ycunmBast puT-
MHWYHOCTB TTocienHux [Ariffin et al., 2017; Koc-
sis, Kaminski, 2006].

CepOTOHUHEPTUYECKNUE NPOEKIIUU M3 MEIU-
aHHOTO sIpa IIBa IOJABJISIOT HEHPOHHYIO aK-
TuBHOCTb B MCO 1 reHepaluio rurokamMnaib-
HOI'O TeTa-pUTMa. DTa TOYKa 3peHUS MOATBEP-
KIaeTcs LEJIBIM psiioM ucciaenoBaHuii. Elne B
70-x rogax ObLIO MTOKA3aHO, UTO CTUMYJISILIVS ST~
pa 1IBa BBHI3BIBACT CHMIKEHUE MOIIHOCTU TeTa-
pUTMa B TUIIIIOKAMIIE U YBeJIUYEHUE NebTa-aK-
tuBHocTu [Assaf, Miller, 1978; Macadar et al.,
1974; McNaughton et al., 1980; Yamamoto et al.,
1979]. Xupypruueckoe ynajieHue MeIUMaHHOTO
SJpa 1IBa BLI3BIBAECT HEIIPEPHIBHBINA I'MITIIOKAM-
NaJbHbI T€Ta-PUTM, HE 3aBUCSIIUIA OT BHEI-
HUX CTUMYJIOB U TToBeneHus [Maru et al., 1979;
Yamamoto et al., 1979]. B To xke BpeMsI BBeIeHUE
B OOKOBBIC KEJIyTOYKM MoO3Ta (PIYOKCETHHA,
OJioKaTOpa 0OpaTHOIO 3axBaTa CEpOTOHUHA, I10-
BBILIAIOIIETO YPOBEHD 3TOTO MeIMaTopa B MO3Te,
CHMKAJI0 MOIIIHOCTh TETa-pPUTM B TUITIIOKAMIIES
[Kynuna u ap., 2003]. ITIpoekiiuu B cenTajJbHYIO
00JIaCTb OT PETUKYJISIPHOM (hopMallMK U OT sSIAep
IIIBa paccMaTpUBaIOTCI KaK (U3MOJIOTUYECKUE
anraronuctel [Assaf, Miller, 1978; Kichigina,
Gordeeva, 1995; Kinney et al., 1996; Kitchigina
et al., 1999; Vinogradova et al., 1999].

B MCO Takxe obHapyXeHbl HOpaJpeHepTru-
yecKue MpoeKLUU U3 roayooro 1saTHa (locus coe-
ruleus) [Haghdoost-Yazdi et al., 2009]. IToka3a-
HO, YTO HOpaJpeHepruyeckasi cucTteMa Mo3ra
Ne 3
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UrpaeT BaXKHYIO pOJib B IPOOYXIEHUU, Tepe-
KJIIOUeHUU BHUMAaHUS HAa BHEUIHUE CTUMYJIbI U
T.0. (0630p [Berridge et al., 2012]). Mcxons u3
3TOr0, MOKHO OBLIO OBl OXXHMAATh, YTO HOpaIpe-
HaJIMH JOJKeH yCWInBaTh TeTa-puTMm. OmHaKo
HM CTUMYJSILUSI, HA OJIoKama roJiyooro msTHa
JIMIOKAaMHOM WU OJioKajga HopaapeHepruye-
CKUX IMPOEKL1ii He MEHSIIOT MOIIIHOCTb T'UIINO-
KaMmnajibHoro Tera-putMa [McNaughtonet al.,
1980; Robinson et al., 1977]. BBemenue aroHm-
cToB Oera-ampeHopenentopoB B MCO HeaHe-
CTE3MPOBAHHBIX XXUBOTHBIX TAKKE HE BJIMSIJIO Ha
TUIINOKaMITaJdbHbINA T10JIeBOM MoTeHuuan [Ber-
ridge, Wifler, 2000]. B To e BpeMs1 BBedeHME
aroHMCTa KJIOHMAWHA B OOKOBBIC >KEIYIOYKU
MO3ra B HU3KOM KOHLIEHTpALlMM HPUBOAUIO K
MOAABACHUIO HEUPOHHON TeTa-aKTUBHOCTU U
TeTa-puTMa B TUIINOKAMIIE, 2 BLICOKME KOHILICH-
Tpalliyd aroHMCTa OKa3bIBaaud MHPOTUBOIIOJIOX-
HBI 3¢ dekT. BBenenue anraronucra aibda-2
aJipeHOPELICNTOPOB MIA30KCaHa TaKXKe 3aBUCE-
JIO OT MCIIOJIb3yeMOIi A03bl Ipernapara U ObLIO
MPOTUBOMNOJOXHBIM 3(P(eKToM KIOHUAMHA
[Kitchigina et al., 2003]. B ie;1oM MOXHO TOBO-
PUTb, UTO POJIb HOPAAPEHEPIrUIECKUX MPOESKIIUIA
OCTaeTcsl HEIOHSITHOM, OMHAKO BeChMa BEPOSIT-
HO, YTO OHU UTPAIOT BaXKHYIO POJIb B PETyIsLIUU
TeTa-OCUMJUISILIUA.

HodamMuHepruueckoe BIMSIHUE YCUJIMBAET
rurnnokamiaibHbiii TerTa-put™M. MCO 1 runmno-
KaMIl TIPUHUMAIOT BXOAbl OT BEHTPaJIbHOI Ter-
MeHTaJibHOIt obsactu [Haghdoost-Yazdi et al.,
2009], omHOro M3 MIaBHBIX MCTOYHMKOB goda-
MUHEpPruyeckux Ipoekinii mosra. IlokazaHa
Ba>KHOCTb aKTUBALUU 1O0(aMUHEPTUYECKUX pe-
LIETITOPOB B CHUHAINTUYECKON TMJIACTUYHOCTU B
rurirokamiie [Lisman, Grace et al., 2011]. Bse-
neHue nodamMUHEPruyecKuX aroHUCTOB B CeIl-
TaJIbHYIO 00J1aCTh YBEJIMYMBAJIO MOIITHOCTh TeTa-
pUTMa, HO HE U3MEHSLIO ero yactoty [Miura et al.,
1987]. CucTteMHO€ BBeJeHME arOHUCTA o amMu-
HEpPruyeckux pelenTopoB aMderaMuHa yBeJu-
YUBaJIO YaCTOTY TMIINIOKAMMAJbHOTO TeTa-puUT-
Ma; 3TOT 3¢ EKT MOoAABISIICSI BBEAEHUEM aHTa-
roHucrta godamuHa rajonepugosia [Budek et al.,
1981]. DTu pe3ynbTaThl COINIACYIOTCSI C TaHHBI-
MU, MIOJyYeHHBIMU B IPYyTroil paboTe, Iae BHYT-
pUMO3roBoe BBeJeHUE (B OOKOBBIE XETyIOUKHU
Mo3ra) HomupeH3uHa, OjokaTopa OOpaTHOTO
3axBaTa nodamuHa, BbI3bIBAJIO MOBBIIIEHUE Te-
Ta-pUTMUYHOCTU CETITATbHBIX HEMPOHOB 1 TeTa-
pUTMa B TUIIOKAMIIE; B TO XK€ BpeMsl BBeAeHUE
aHTaroHucTa 10¢aMUHOBBIX PELIENTOPOB Tajio-
Mepuaoa OKa3biBajao MPOTUBOIOJOXHBIN 3(-
dext [Kuuuruna, 2004b]. Takke mokazaHo, 4YTO
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aronuctel D1 u D2 peuenTopos ImpemoTBpalia-
IOT CHMDKEHME YacTOThl TETa-pUTMA, BbI3BAHHOE
CUCTEMHBIM BBeIeHMEM pe3eplimHa (HeceleK-
TUBHBII aroHUCT KatexoilamuHoB) [Nakagawa
et al., 2000]. B cratbe [Cunbkuc, 2008] BEIIBU-
HyTa TUIioTe3a, YTo BIMSIHUE JodpaMUHEepruye-
CKHMX ITPOEKILUN BEHTPAJIbHOM TETMEHTATbHOM
00JI1acTU Ha TETa-pUTM MOXET IPOUCXOIUThH HE
yepe3 MCO. ABTOp 3TOI1 CTaTh! MpEAIIoJaraeT,
4TO 10paMUH MOXKET YCUIUBATh T€HEPALIMIO Te-
Ta-puUTMa 3a CYET MOJaBJICHUSI aKTUBHOCTHU B 0a-
3aJIbHBIX TAHIJIMSX U, KaK CIeACTBUE, pacTOpMa-
>KMBaHUS TAJIAMUYECKOTO S1/Ipa peyHUEHC, KOTO-
poe B CBOIO o4Yepelb MMEET BO30YyXKIalolliue
Bxonbl B 1oje CAl m SHTOpPMHAJIBLHYIO KODY.
Taxke aBTOp moJIaraeT, 4ro TOPMOKeHUE Oa-
3aJIbHBIX TaHIJIMEB AO0GaMUHOM MOXET YBEJIU-
YMBaTh UHTEHCUBHOCTh XOJIMHEPIUUECKOTO BXO-
Ja B CENTaJIbHYIO 00JIaCTh OT XOJIMHEPIUUECKUX
sgep MocCTa.

B 3axkimoueHune maHHOTO pasaesia CTOUT 3aMe-
TUTh, YTO BEHTpaJIbHasI TETMEHTaIbHasi 00JIaCTh,
spa 11Ba Y APYTye BbILIEYTOMSIHYTbIE CTPYKTY-
PBI B3aMMOICHCTBYIOT MEXIY COOOM, peryanpy-
IOTCS APYTUMU CTPYKTYpaMM MO3Ta U TOJy4aroT
00paTHYIO CBsI3b OT THUMIIOKaMIIa, YTO TaKXe
BIIMSIET Ha TeTa-puUTM. B wacTHOCTHM, XOnMHEp-
TMYeCcKre TIPOCKIINU U3 TTeHAYHKYJIOTAHTUITHO -
TO siipa M JIaTepOIOP3aIbHOTO TeTMEHTAJIbHOTO
sipa B BEHTPAJIbHYIO TETMEHTAIbHYIO 00JIacTh
YBEJIMUMBAIOT YACTOTY pa3psIoB ee topaMuHep-
TMYeCKUX HEMPOHOB M MOIITHOCTh T€Ta-pUTMa B
rurmrokamire [Geisler, Zahm, 2005; Inglis, Winn,
1995]. B nenom obGcyxneHue B3auMMOACICTBUS
MEPEUYNCIICHHBIX CTPYKTYP BBIXOIMT 3a pPaMKU
JaHHOTO 0030pa, MBI MOKEM JIUIITb OTOCTIATh Y1~
TaTeneii K 0030py, MOJTHOCTHIO MOCBSIIIIEHHOMY
atoit TeMe [Orzet-Gryglewska et al., 2015].

OIVH NI IBA PUTMA?

C caMoro Havyajia uccjeIoBaHUsl TeTa-puTMa
MOsIBUJIaCh TUIIOTE3a, YTO TETa-PUTM HE €IMHbIN
poliecc, a IpeAcTaBisieT codoit 1Ba puTMa. DTta
TOYKa 3pEHUsI 3apoJuiach IIOCJIE€ TMOSIBJICHUS
JaHHBIX, YTO TETa-PUTM Y HEMNOABMXKHBIX XKU-
BOTHBIX Y XKMUBOTHBIX ITOJI YPETaHOBOI1 aHECTE3M -
el MoaB/sieTCs aHTarOHUCTaMU MYCKapUHOBBIX
peLenTopoB, B YaCTHOCTU aTPONIMHOM, a Y XKU-
BOTHBIX B CBOOOTHOM HCCJIEI0BATEIbCKOM I10-
BeneHuu Het [Kramis et al., 1975]. Ilpenmnonara-
JIOCh, YTO aTPOIMH-YYBCTBUTEIbHBII TeTa-PUTM
BO3HMKAET ITOCPEACTBOM IIPSIMOTO BO30YKICHMUS
NUPAMUOHBIX HEUPOHOB XOJMHEPTUYSCKUMU
npoekuusamMu u3 MCO, a aTpoHMH-HE3aBUCH-
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Mblii ompenensiercs TAMKepruyeckumu cemn-
TaAbHBIMU IPOCKLUUSIMU, INPU 3TOM aTPOMNUH-
YyBCTBUTEAbHBIIA TETa-pUTM HU3KOYACTOTHBIA
(4—9 I'x), a aTpOINMH-HEYYBCTBUTEILHBIN OoJice
BhicokouacToTHhIM (7—12 Ii) [Stewart, Fox,
1989]. HanpHeimme wmcciaemoBaHMS ITOKa3allu,
YTO XMPYpruyeckoe yaajieHue SHTOPUHATbHOM
KOpbl OPUBOAUT K MAA€HUIO MOIIHOCTU TETa-
putMa B str. lacunosum-moleculare tionsa CAL.
B xone ncciaenoBaTe1bCKOro IMOBEACHMS XUBOT-
HBIX OCTaBILUICS TeTa-PUTM Yy IPOOIIEPUPOBAH-
HBIX KpBIC MOAABJSIJICS aTPONMHOM, a y KOH-
TPOJBHBIX >XKUBOTHBIX BJIMSHUE aTpolMHa Ha
MOIIHOCTh TeTa-puTMa He ObLIO BBISIBICHO
[Kramis et al., 1975]. B najibHeiiieM ObLIO TTOKa-
3aHO, UTO ypeTaH IOAAaBIsIET BO30YyXACHUE U B
TOM YMCJIE BXOJl OT SHTOPUHAIbHOMI KOpbHI [Ylin-
en et al., 1995]. HemaBHue uccienoBaHus IOKa-
3aJii, YTO U3 TIyOOKMUX CJIOEB SHTOPUHAIbHOI
kopel B MCO mOpuxomuT cUTHall O CKOPOCTU
JIBVKEHMSI, YTO IMIPUBOIUT K TOMY, UTO YacTOTa
pa3psiaoB CENTAIbHBIX HEMPOHOB KOPPEIUpPYeT
CO CKOpPOCTbIO ABMXeHUs1 XuBOTHoro |[Fuhr-
mann et al., 2015; Justus et al., 2017; Zhou et al.,
1999]. B0 1o Bceil BUAUMOCTU OOBSICHSIET YBE-
JIMYeHME MOIIHOCTM U 4YacTOThl TeTa-puTMa B
aKTHUBHOM HCCJIEIOBATEIbCKOM IIOBEASHUU, U,
Hao0OpPOT, CHUKEHME YaCTOThI TETa-pUTMA B CU-
TyalluM, KOIlIa XWBOTHOE HAXOAUTCS B IIOKOE
nnn non, aHecre3neit [Tsanov, 2017]. Ha cero-
MHSIIHUN I€Hb BOIIPOC O ABOMCTBEHHOCTHU TE€Ta-
putMma He peuieH. OOHM MccaeaIoBaTeIM CUYUTA-
IOT, YTO T€Ta-PUTM IIOApa3AL/IsIeTCs Ha ABA PUT-
Ma, IOCKOJIbKY 3TU PUTMBI OTIMYAIOTCS HEMPO-
MEOUATOPHLIMMA MEXaHW3MaMM U IIOBeACHYE-
CKHMMM KoppeisaTtamu. pyrue uccienoBaTen
CUMTAIOT, YTO TETa-PUTM — 3TO CAUHBINA IIPO-
LIECC, KOTOPBIii MOXKET 3amycKaTbCsl pPa3sHbIMU
curHajiamu, npuxoasdimumu B MCO, B 4yacTHO-
CTU BXOAOM OT SHTOPUHAJILHONM KOPKI, BXOJOM
OT PETUKYISIPHON popMany UM nodaMuHep-
TMYECKMM BXOAOM OT BEHTPAJIbHOM TeTMEHTAaJIb-
HOI obnacTu (perysiuus TeTa-puTMa pa3sHbIMU
BXOJIaMU OOCyKmaeTcsl BBIIIE). DTa TOYKa 3pe-
HUSI TIOATBEPKIAETCS TAaKKe TEM, UTO HE IOKa3a-
HO NPUHLMUIIMAIBHBIX OTJIMYMUI B MeXaHU3Max
reHepalyy TeTa-puTMa B TUIIIIOKaMIIe TIpU pa3-
HBIX YCIOBUSX. MBI IIpuaepXuBaeMcsl BTOPOii
MO3ULIMM U Jajiee B cTaTbe OyAeM cuuTaTh, YTO
TeTa-pUTM — 3TO €IUHBII PUTM.
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POJIb KOJUIATEPAJIEN LLIA®®EPA
N IMEPOOPUPYIOLIEIO IIYTU
B '’EHEPALIMA TETA-PUTMA
B ITOJIE CA1 IT'MITTIOKAMITA

[Mopasisioniee KOJMYECTBO JAHHBIX O TETA-
pUTMe THNINOKaMmna oTHocuTcs K 1omo CAl.
ITosTOMY B 3TOM M HECKOJBKUX MOCJIEAYIOLINX
paszaenax OyneT moJpoOHO 0O6CYyXIAThCd reHepa-
mus Teta-puTMa B 1moie CAl Kak BOJTHBI ITOJIEBO-
ro NnmoTeHUMaga. 3aTeM OyayT clIeJaHbl YTOYHE-
HUSI OTHOCUTEJILHO TeTa-pUTMa B IPYIUX 0061a-
CTSIX TUNIOKAMITAJILHOM (popMalivn.

MHorue aBTOpbI CUMTAIOT, YTO BXOABI OT DH-
TOpUHAIBHOIM Kophl 1 oiist CA3 urpaioT BaxK-
HYIO pPOJIb B reHepanuu TeTa-puTtMa B mmose CAl
[Cabral et al., 2014; Colgin, 2013; Fernidndez-
Ruiz et al., 2012; Fernidndez-Ruiz et al., 2017;
Montgomery et al., 2008; Schomburg et al., 2014].

Bce obnactu runnmokamma u II—I11 cioou sH-
TOPUHAJBHOI KOPbI IOJY4YaloT CelTalbHbIA
Bxon [Unal et al., 2015]; nipennoiaraeTcst, 4To
MMEHHO MO3TOMY B HUX OOHaApyXXMWBaeTCs JIO-
KaJlbHBIi1 Te€Ta-pUTM, U aKTUBHOCTb HEIIpDOHOB B
3TUX 00JIACTSIX MOAYIUpYyeTcs: Pa3oil TeTa-puT-
Ma [Bland et al., 1975; Buzséki et al., 1983; Fox
et al., 1986; Mizuseki et al., 2009]. AKTUBHOCTb
NUpaMUIHBIX KJIeToK nojist CA3 cuiabHee “TIph-
BsizaHa” K (pa3e TeTa-puTMa, 4eM TaKoBasl MOJIs
CAl1 [Mizuseki et al., 2009]. BeixogHoit nyTh U3
noirst CA3 yepes komnatepanu Hladdepa moxkeT
HamnpsMyl0 BHOCUTD BKJIaJ B IIOJIEBOM ITOTEHIIM-
an mmoasg CAl. PaHee ObUIO MOKa3aHO, YTO aKTH-
Bauus Kojutatepaieii llladdepa BbI3bIBaeT HUC-
XOIA1IyI0 a3y MmojeBOro NoTeHlIMala B Str. ra-
diatum noisa CAl [Brankack et al., 1993; Buzsaki
et al., 1986]. [NupamugHbie HeiipoHbI o CA3
pa3psiKaloTcs Ha TOM ke (pa3e TeTa-puTMa, 4To U
nupamuabl CAl; 3ToO AEMOHCTPUPYET BaKHBIi1
BKJIazd, padoTwl Koyutarepaieii [lladpdepa B cuH-
XPOHM3ALMNIO aKTUBHOCTU MexKay mmoassMu CA3 u
CAl [Fox et al., 1986].

BaxxHocTh BxoJa OT 3HTOPUHAIBHON KOPBI
TakXe HaxXOOWUT TOATBEPXKIEHWE B MHOIOYMC-
JICHHBbIX paboTax. Bblllle MbI yXe yNOMUWHalu,
YTO XUPYpTrUYECcKoe yhajeHWe SHTOPUHAIbHOMN
KOPBbI BbI3bIBAET pe3KOe MaaeHUe MOIITHOCTU Te-
Ta-puTMa B runmokamrie [ Kramis et al., 1975].

I'maBHBIN BO30OY:KIaloLUii BXOJA B 3yO4aTylo
dacuumio u nnosie CA3 nnpuxoaut u3 11 cinos saHTO-
PUHaJIbHOW KOpbI, a UMEHHO, OT 3Be3I4aThbiX
HEUPOHOB 3TOoro cios [Steward, 1976], B To Bpe-
Ms Kak npoekiyu B CAl B 3HaUUTEIbHOI cTene-
HU nipuxoadT ot I1I cios aHTOpUHANBHO KOpPbI
[Amaral, Witter, 1989; Steward, Scoville, 1976].
Ne 3
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HeiipoHsl 5SHTOpMHAJIILHOW KOpPBI ITOIYy4arOT
CenTajibHbI BX0 OT NpoeKunoHHbIX TAMKep-
rudyeckux HelipoHoB [Gonzalez-Sulser et al.,
2014; Unal et al., 2015], mosTOMy TeTa-puUTM B
SHTOPUHAJILHOI KOPE XOPOIIO BbIPaXKeH 1 Heli-
poHBI, Tipoenupylomuecs B CAl, MOTyInpyIoT-
ca teta-putmMoM. B paborax [Alonso, Garcia-
Austt, 1987; Mitchell, Ranck, 1980; Mizuseki et al.,
2009; Stewart et al., 1992] noka3zaHo, YTO aKTUB-
HOCTb HEMPOHOB DHTOPMHAJIBLHONM KOPHI “IIPHU-
BsI3aHA” K IOJIEBOMY Te€Ta-pUTMY, PETUCTPUPYE-
MOMY H€ TOJIbKO B 9HTOPUHAJIILHOM KOpE, HO U B
CAL

JlaHHbie 0 ToM, 4yTo HelpoHsl 111 cinos aHTO-
PUHAJILHOM KOPbI pa3psiKaloTcsl Ha MUKe TeTa-
BOJIHBI, B TO BpeMs Kak HeiipoHbl CA3 pas3psika-
IOTCS Ha HUcxonsei ¢ase tera-putma B CAl
[Kamondi et al., 1998; Mizuseki et al., 2009;
Schomburg et al., 2014], npuBenu K uuee, 4TO
MOMEHTBI Pa3psioB IMUPAMUIHBIX HEHMPOHOB
CA1 onpenenstioTcsl OTHOCUTEIBHOM CUJION KO-
OMNEepaTUBHOIO UJIU KOHKYPUPYIOIIETO CUTHAJIOB
u3 CA3 u sHTOpUHANbHOI Kophbl |Ferndndez-
Ruiz et al., 2017].

Crenyer 3aMeTUTh, UTO €CTh HEKOTOpasi 0CO-
OEHHOCTb B JAHHBIX O MPUBSI3KE aKTUBHOCTU
HEMPOHOB PHTOPUHAJIBHOU KOPbI U T€Ta-pUTMaA
B runmnokamire. B pa6ore [Mizuseki et al., 2009]
MOKa3aHO, YTO CTOK TOKa, COOTBETCTBYIOLIMWIA
BO30OyxnaromemMy Toky u B mojie CAl, u 3ybua-
TOH hacliuM BO3HUKAET C OOJBIION 3a0ep>KKOM
70—80 Mc 110CITEe pa3psaoB HEIPOHOB B SHTOPH-
HaJIbHOM KOpe, BMecTOo oxuaaembix 10 mc, pac-
CUYUTAHHBIX HA OCHOBE CTAaHAAPTHOW CKOPOCTU
MMPOBOAMMOCTU MO akcoHy. Takas OoJibluas 3a-
Jep>KKa COCTaBIsIeT OOJibllle TOJOBUHBI TETa-
LIMKJIa, B pe3y/bTaTe CUTHAI MPUXOAUT B IPYTYIO
a3y tera-putmMa, B 3aBUCUMOCTU OT TEKYIIEH
YacTOThI TE€TA-pUTMA.

B 3axinioueHue naHHOrO pasaena HeoOX0IUMO
OTMETUTb, YTO IIPU PACCMOTPEHUU MEXaHU3MOB
reHepauuy JApyrux BaXHEWIIUX PUTMOB, a
MMEHHO raMMa-puMTMa M CBEPXBbICOKOYACTOT-
HbIX pyunIui-ocunasguuii B mojge CAl, BXoIbl OT
CA3 1 SHTOPUHAIBHOU KOPbI pacCMaTprUBaIOTCS
Kak Hamboiee BaxHble [Buzsaki, 2015; Colgin,
2015; Colgin, Moser, 2010]. TaknMm oOpa3oM, cuT-
Hajbl, uaymme no kosmarepansm Illaddepa n
riepgopupylroieMy myTy, OKa3blBalOT 3HAYUTEIb-
HOE€ BJIMsSIHME HAa aKTUBHOCTb HelipoHOB B CAL.
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BUODPU3NYECKHME MEXAHWM3MbI
TEHEPALIMU TETA-PUTMA B IIOJIE CAl

B manHoM paznesne MblI iepeiineM K oocyxkae-
HUIO OMO(U3NYECKOTO MeXaHM3Ma TeHepaluu
TeTa-puTMa Kak pUTMUYECKUX KoJieOaHU i moJie-
Boro noteHumazna. Eme B 60-x romax XX Beka
ObL1a BBIABMHYTA TMIOTe3a, YTO MPUPOJA PUT-
MOB 3aKJIloyaeTcsl B TOKaxX, MPOTEKAaIoIIUX B
3KCTPAKJIETOYHOM MPOCTPAHCTBE MEXIY CIIOSI-
MU 0a3ajIbHBIX U allMKAJIbHBIX JEHAPUTOB (puc. 3).
Pa3HocTh moTeHUMAIOB, HEOOXOAUMAas JJIsl Te-
Hepal1 TOKOB, BO3HMKAET B pe3yJibTaTe pa3HO-
ro 3apsijia Ha TeJie U alluKaJlbHOM JE€HIPUTE TT1-
paMuli, KoTopasi B CBOIO odyepenb obpazyercs
3a CYET PUTMMUYECKUX MTOCTCUHAINTUYECKUX TO-
KOB, “3apsKalolux’ KOMIIapTMEHTBI MUpa-
mun [Einevoll et al., 2013]. ITockoabKy rumnmno-
KaMIT UMeEeT YIOPSIIOYEHHYIO CTPYKTYpPY, TO BCe
TOKW CYMMUPYIOTCS U BO3HUKAET OTHOCUTEIBHO
CUHXPOHHBIK puTM (cM. 0030p [Buzsdki et al.,
2012]). C teueHrneM BpeMEHU MEHSIJIMCh TOUKU
3pEeHUs Ha TO, KaKe UMEHHO BXOJbl Ha Mupa-
MUJIHbIE HEMPOHBI UMEIOT KPUTHUYECKOE 3HaUe-
HUE JJIs TeHepauuu TeTa-putma. OmHaKo TouyKa
3pE€HUS, YTO MEXaHU3M MPOAYKIIUU TeTa-pUTMa
3aKjJIo4aeTcsd B PUTMUYECKUX TOKaX, KOTOpbIE
CO31al0TC MOTeHUIMAIaMU MEXIY TeJaMU Mupa-
MU Y allMKaJbHbIMU I€HAPUTAMU, IPEBATIUPY-
€T B COBpeMeHHo tuteparype. HecMoTps Ha To
YTO MOYTU BCE TUPAMUIHbIE HEUPOHBI MOTYT BO-
BJIEKATbCSI B PUTMUYECKYIO aKTUBHOCTb, KOJIE-
OaHuS MeMOpaHHOro IOTEeHLMaIa OCTaIOTCs
noanoporopbiMu. CylllecTBYeT OLIEHKA, YTO Me-
Hee 3% nupamunHbix HeilipoHoB CAl pa3psika-
IOTCSI B TeUeHUe ogHoro tera-uukia [Csicsvari
et al., 1998].

Toku yepe3 MeMOpaHbl MHTEPHEHPOHOB HeE
BHOCSIT 3HAUYMTEJBbHOIO BKJIaJa B MOJIEBOM MO-
TEHLIMaJI, TTOCKOJIbKY 3THM HEWPOHBI MaJloUyKC-
JIEHHBI 110 CPAaBHEHUIO C MUPaMUIHBIMU KJIETKA-
MU W HE MMEIOT YIOPSAOYEHHBIX OTPOCTKOB
[Schomburg et al., 2012]. OnHako UHTEpHENPO-
HbI MOTYT UTPaTh POJib B TeHEpaLlU1 TeTa-pUTMa
MOCpeACTBOM WHHepBauuu nupamua. Cpenu
T'AMKepruyeckrux HEMpOHOB TUITITIOKAMIIa BbI-
NIeJsitoTcs ABe Haubosblive rpynnbl. [lepBbie
TOPMO3SIT TIEPUCOMATUYECKYIO 30HY MUpPaMUI-
HBIX KJIETOK U 3KCIIPECCUPYIOT MapBaJIbOyMUH.
Btopble TOpMO34T anUKaJIbHbBII JSHAPUT NTUpa-
MUJIHBIX KJIETOK U IKCHPECCUPYIOT coOMaTOCTa-
TuH. ClienyeTr 3aMeTUTb, UYTO KaXKaasi M3 DTUX
rpynn rereporeHHasl U BKJIIOYAaeT MHOXECTBO
MOATPYIII, B YACTHOCTHU, B TIEPBOIA IrpyIine mnpe-
o0JlafaloT KOp3WHYaThle KJIETKM, a BO BTOpOU
OLM-neiiponnl [Freund, Buzséki, 1996; Klaus-
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Puc. 3. Cxema popMupoBaHUs OJIEBOTO IMOTEHIIVI~
ama. Hucxonsimas daza purMa co3gaeTcst BO30yKe-
HMEM TeJla MMPaMUIHBIX HEMPOHOB M,/MJTM TOPMOXe-
HUEM X alMKaJIbHBIX IeHAPUTOB. Bocxomsiasist da-
3a, HA0OOPOT, OGecreynBaeTCsl TOPMOKEHUEM Tel
MMPaMUIHBIX KJIETOK W/ WIM BO30OYKISHUEM UX aIli-
KaJIbHbBIX JEHAPUTOB.

Fig. 3. Scheme of formation of local field potential.
The descending phase of rhythm is created by exci-
tation of the body of pyramidal neurons and/or inhi-
bition of their apical dendrites. The ascending phase,
on the contrary, is provided by inhibition of pyrami-
dal cell bodies and/or excitation of their apical den-
drites.

O————TopmMoxeHue

berger et al., 2003; Somogyi, Klausberger, 2005].
MHorue aBTOpHI IIPEAIoJaralT, YTO MMEHHO
Kop3uHuarbie 1 OLM-HeiipoHbI UTPaIOT KPUTHU-
YeCKYIo poJib B TeHepauuu Teta-putMma [Buzsaki,
et al., 1983; Somogyi, Klausberger, 2005; Stewart
et al., 2012]. Kop3uHuateie ©1 OLM-HelipOHEbI
MPOSIBJISTIOT HAaMOOJBIIYIO CTEIIEHD “TIPUBSI3KN "’
CBOEii aKTMBHOCTU K ¢a3e TeTa-puTrMa, IIpu
3TOM KOp3UHYaAThle HEMPOHBI pa3psKaioTcsl Ha
Hucxonsaeit ¢paze rera-BoaHbl, a OLM-Helipo-
HbBl — Ha MHUHUMyMe (BIIaAuHE) TeTa-BOJIHBI
[Buzsdki et al., 1983; Somogyi, Klausberger,
2005; Vargaet al., 2012]. YuyurtnIBasi, YTO KOp3UH-
yaTble HEWPOHBLI TOPMO3ST TEJO IMpaMuI, a
OLM HelipoHbI — alMKaJbHbIA ASHAPUT IIUpa-
MUJIHBIX HEIAPOHOB, TO, TOPMO3s1 B IIPOTUBOda3e
TeJO M JCHAPUT IMpaMujll, KOp3uWHYaThle U
OLM-HeipoHbI BBI3BIBAIOT PUTMUYECKUE TOKU
B DKCTPAKJIECTOUHOM IIPOCTPAHCTBE, KOTOPbIC U
PErUCTPUPYIOTCS KaK TETa-pUTM B TUIIIOKAMIIE.
Y6enuTeabHOCTU 3TOI TOUKE 3PEeHUS 100aBIISIeT
1 TOT (PaKT, YTO pa3HOCTH (pa3 Ha TeTa-4acTOTE
MEXIY aKTUBHOCTBIO MPOEKILMOHHBIX CEIITalb-
HbIXx TAMKepruuecknx HEMpoOHOB COOTBETCTBY-
€T pa3HOCTU (a3 MEXIY aKTMBHOCTbHIO KOP3MUH-
yaTtbix 1 OLM-HeiipoHoB [ Borhegyi et al., 2004].
DTOT (PaKT CBUIACTEIBCTBYET, YTO CYILIECTBYET
CEJIEKTUBHOCTD B CB:3sX cenTaabHbIX [AMKep-
TMYECKMX HEMPOHOB, A UMEHHO, OHA CyOIOoIy-
JISTIMS TPOEKIIMOHHBIX cenTadbHbIx TAMKep-
TMYECKMX HEUPOHOB TOPMO3UT KOP3UHYATHIS
HelipoHbl, a BTopast — OLM-Helipons! [ Borhegyi
et al., 2004]. Dra rurore3a oOBbICHSIET BEAYIIYIO
poab MCO B reHepalluu TeTa-puTMa, a TaKxXe
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TO, KaK IMIPOMCXOJIUT Ilepeaaya puTMUUYECKOM aK-
TUBHOCTU B rurinokamii. OmHako MblI IoJlaraem,
YTO POJIb MHTEPHEUPOHOB B TeHEepaluMu TeTa-
BOJIHBI CIlOpHas. [7aBHBIM aprymMeHT MOpPOTHUB
BAXXKHOM POJIM KOP3UHYATBIX HEMPOHOB — 3TO
JIaHHbIE O MPUBSI3KE UX AKTUBHOCTU K HUCXOMS -
mei gase reTa-puTMa. XOpoOIlIo M3BECTHO, YTO
BHYTPUKJIETOYHBII MOTEHLMA] Ha Teje Iupa-
MUIHOM KJIETKM KOojeOieTcs B IMpOoTuBO(dase ¢
MOJIEBBIM TETA-PUTMOM. DTO CIAEAyeT U3 Teope-
Taeckux BeIKIanokK [Einevoll et al., 2013] n 1o-
Ka3zaHo 3KcnepuMeHTanabHo [Ylinen et al., 1995].
CrenoBaTebHO, KOp3UHYAThIe HEPOHBI pa3psi-
2KAlOTCS BO BpeMsl Aemnojisipu3aliuu Teld mupa-
MUWIHBIX HEHPOHOB, XOTS M3BecTHO, 9To TAMKep-
rMyeckre KOp3uHYaThie HeAPOHbBI TOPMO3SIT TE-
Ja mupamua. Takum oOpa3zom, Mbl IPUXOIUM K
SIBHOMY IIPOTUBOPEYNIO. DTY TOUKY 3pEHUS MO/ -
TBepXKAaeT SKCIePUMEHTabHbIN (aKT, YTO TOP-
MOXXEHME KOP3MHYAThIX HEHPOHOB METOJaMM
ONTOreHEeTUKU He MPUBOIUT K MaJCHUIO MOIII-
HOCTHU T€Ta-pUTMa y KMBOTHBIX B COCTOSIHUM
aKTMBHOIO MCCIEO0BATEIbCKOIO IOBEACHMS
[Royer et al., 2012]. CTonT OTMETUTB, UTO B IKC-
MNEePUMEHTAaX N Vitro TI0Jy4YeHbl IIPOTUBOMOJIOXK-
HBbIe pe3yabTaThl. B padote [Amilhon et al., 2015]
MOKAa3aHO, YTO CTUMYJISILIMS KOP3UHYATHIX HEli-
POHOB YCWJIMBAET PUTMUYHOCTh Ha T€Ta-4acTo-
T€, B TO X€& BpeMs TOPMOXKEHHE STUX HEMPOHOB,
HanpoTUB, MOAABJISIET MOJEBOM TeTa-PUTM. DTO
TaK>Ke yKa3blBaeT Ha pa3jInuus B TeHepalliu Te-
Ta-puTMa B OKCEPUMEHTAX iN ViVo U N Vilro.

AHaJIoTMYHbIE pacCcyX/IeHUsI HaA OCHOBE aHa-
Jm3a $Ha30BoOil NMPUBI3KU KIJIIETOYHOU aKTUBHO-
CTU K (ha3e TeTa-BOJHbI MOXKHO MPUBECTU U JJIsI
OLM-neitpoHoB. Eciu 661 OLM-HelpoHbI ur-
pajii KPUTHUUECKYIO pOJb B ()OpMUPOBAHUU Te-
Ta-BOJIHbI, OHU JOJIKHBI ObLIM OBl pa3psKaTbCs
Ha HHUCXOHslel ¢a3e TeTa-puTMma, T.e. B dasy
TUNepnoasipu3alMid anuKadbHbIX JTEeHIPUTOB.
DKcnepuMeHTaIbHbIE JaHHbIE CBUIAETEIbCTBY-
10T, 4To OLM-HelpoHbl pa3psKaloTcsl Ha MU-
HUMYME TeTa-BOJHBI, TIPA 3TOM C HEOOJbIIONI
TeHIEHIIMell K CMEIIEHUI0O UX aKTUBHOCTU Ha
Bocxomsiyto dasy Tera-putma [Klausberger et al.,
2003; Royer et al., 2012; Varga et al., 2012]. 910
HaBOJUT Ha MBICJIb O TOM, UTO U OLM-HelipoHBbI
HE UTPAIOT BaXKHOI pOJIv B FTeHepalluy TeTa-puT-
Mma. B uccinenoBanuu in vitro [Amilhon et al.,
2015], B KOTOpoM OBLJIO MTOKA3aHO, YTO HU CTU-
MyJISILUsI, HU TopMoxeHue OLM-HelipoHOB He
OKa3bIBaJIM HUKAKOTO BJIMSIHMSI Ha MOIIHOCTh
MOJIEBOT0 CMTrHajla B TeTa-auarazoHe. Takum
obpasom, poiab OLM-HelipoHOB B (popMupoBa-
HUU T€Ta-BOJHBI TAKXKE OCTAETCSI HESICHOM.
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M3 mnpuBeneHHBIX BbIIIE PACCYyXIASHUI He
clienyeT, OAHAaKO, YTO MHTEPHEHPOHBI HE IIpHU-
HUMAIOT yyacTue B GOpMHUPOBAHUU T€Ta-BOIHBI.
BriosiHe BeposITHO HajiMuyue B TUIINOKAMIIE TeX
WJIA UHBIX TTOIYJISLIMMA MHTEPHEUPOHOB, BHOCS -
LIMX BKJIaJ B reHepaluio Tera-putMma. Hamnpu-
Mep, MoA MPEeAJIOXKEHHbIE KPUTEPUU MOAXOIST
XOJIELUCTOKMHUH-COJIepXKalllMe KOp3MHYaThie
HelpoHbl. OHU TOPMO3SIT MEPUCOMATUYECKYIO
30HY NUpPaMUI U Pa3psKalOTCI Ha BOCXOMSIIESH
dasze TeTa-puT™Ma, T.€. B a3y TUIepIioasspu3a-
oUW Ted TTMPaMUIHBIX KJIETOK [Somogyi et al.,
2014], 4yTtO TIO3BOJSIECT BBLICKA3aTh THITOTE3Y O
BaXKHOI POJIM 3TUX MHTEPHEMPOHOB B reHepa-
Uy TeTa-BoJHbL. C JAPYroil CTOPOHBI, MOXHO
npeanojaraTb, YTO BCe MHTEPHEMPOHBI PUHU-
MaloT OIlpeAeieHHOE yYacTre B TeHepalli1 TeTa-
BOJIHBI IIOCPEICTBOM KOHTPOJISI aKTUBHOCTH IT1-
paMuIHbIX HelfipoHOoB. Kak ynmoMrHanoch BhILIIE,
TOJILKO MaJiasi YaCTh MUPaMUIHBIX HEMPOHOB 1a-
eT IOTeHLUAJbl IEHCTBUSI B XOA€ OIHOTO TeTa-
LKA, XOTSl MOYTU BCE HEHPOHBI BOBJICYCHHI B
MOIIOporoBhie ocumyamm [Soltesz, Deschénes,
1993; Ylinen et al., 1995]. BeposiTHO, ”MEHHO Ta-
KOI maTTepH aKTMBHOCTU IMMPAMUIHBIX HEMPO-
HOB BaXX€H /11 KOTHUTUBHBIX IPOLIECCOB, KOTAa
WHTEPHEHPOHBI TOPMO3ST NMUPaAMUIHbIE KJIETKU
U TOAAEPXKMBAIOT TOANOPOTOBbII XapakTep KO-
JIeOaHMIA.

B npenpbiayiiemM pasaesne Mbl HpUBOAWUIIN JaH-
HbI€ O BaXKHOCTU BX00B OT 110Jis1 CA3 1 SHTOpMU-
HaJIbHOW KOPBI U151 TeHEpallMM TeTa-pUTMa B MO-
ge CAl. BaxHo oTMeTUTb, UYTO KoJjjaTepau
[Tacdpdepa Bo30yk1ar0T IIPOKCUMAIBHYIO YacTh
aruKaJbHOIO AEHIPUTA MUPaAMUOIHBIX HEUpO-
HOB, a TepdopupyOLIMii TTyTh — €ro AUCTalb-
Hyto yacTh [Hayman et al., 1998]. Kpome Toro,
UMelollecs JaHHbIe YKa3bIBalOT HA TO, YTO CUT -
Haybl Ha TeTa-4yacTtoTre OoT CA3 1 3HTOpUHAJIb-
HOM KOpbI MPUXOIAT B NMPOTUBOGA3E€ OTHOCHU-
TeJIbHO Apyr apyra [Mizuseki et al., 2009; Mont-
gomery et al., 2009]. Takum o6Gpa3oM, MOXHO
BBIABMHYTH TUITOTE3Y, YTO PUTMUYECKUE TOKU B
9KCTPAKJIETOYHOM MNPOCTPAHCTBE, OIPEIEIIsTIO-
1IM€ BOJIHY T€Ta-pUTMa, MOTYT BO3HUKATh B pe-
3yJbTaTe MOOYEPEAHOTO PUTMUUYECKOTO BO30YK-
JNIEHUS Tejla U JUCTAJIbHOW Y4acTy aluKaJbHOTO
IEeHIpUTa TUpaMuaI. DTa TMIoTe3a uMeeT Koc-
BEHHBbIE TIOATBEpXKIeHUs. B 4yacTHocTu, OHa
MOATBEPXKIAETCSI aHATM30M MPOCTPAHCTBEHHOM
KOT€pEHTHOCTHU MOJIeBbIX IOTEHI[MAJIOB Ha TeTa-
4acToTe, 3apErMCTPUPOBAHHBIX B Pa3HbIX B MO-
Jsix runnokamma (CA3 u CAl), a Takke B 9HTO-
puHanbHo Kope [Kocsis et al., 1999]. Kpome To-
ro, €CTb CBUIETENbCTBA, 4TO curHaid oT CA3
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MMPUXOIUT BO BpeMsl HUCXOAsAIIEH a3kl TeTa-
pUTMa, T.€. B MOMEHT AeHOIsIpU3alIuU TeJ Mpa-
mugHbIX KiieTokK [Colgin, 2015; Colgin, Moser,
2010]. OmHako TIPSIMBIX 3KCHEPUMEHTATbHBIX
JoKa3aTeJIbCTB HAaM HAWTH HE yaajaocCh. Takum
o0pa3oM, B INTepaType He CYILIECTBYET EAMHOTO
MHEHMsI 00 MCTOYHMKAX BO3HUKHOBEHUS 2KC-
TPaKJIETOUHBIX TOKOB ITPY TeHEepaIliy TeTa-pyuT™a.

OCOBEHHOCTH TETA-PUTMA B I1OJIE CA3
TMITTOKAMIIA, 3YBYATOU OGACHHUHN
N D HTOPUHAJIBHOUN KOPE

Tera-puT™m BBIpaXkeH BO BCEX 00JIACTSIX THII-
IMOKaMIIa ¥ BO BCEX CJIOSIX SHTOPMHAIBLHOM KO-
PBI; TIpY 3TOM HaOJII0AaeTCs BHICOKAS MOMapHast
KOT€PEHTHOCTh MEXIy BCEMM 00JIACTSIMU Ha Te-
ta-yactote [Hernandez-Pérez et al., 2016;
Mizuseki et al., 2009; Montgomery et al., 2009;
Sabolek et al., 2009]. IlomaBnsioniee Koauue-
CTBO JAHHBIX O MeXaHM3MaxX TeHepalliM TeTa-
put™Ma oTHOCUTCS K oo CAl, a JTaHHBIX OTHO-
CUTEJIbHO JAPYTUX NepeuyrcCIeHHbIX 00acTeit ro-
pa3mo MeHBbIIIE.

ITone CA3 rummokamiia Mo HajJW4UIO Heli-
POHHBIX TTONYJISILIAI U CBSI3EM MEXTy HUMU Hau-
0onee 61u3Ko K noao CAl. Pa3zoBbie MPUBSI3KU
K TeTa-BOJIHE MNMPAMUIHBIX, KOP3UHYATBHIX U
OLM HelipoHOB OYeHb OJIM3KU K T€M, UTO Ha-
omonarot B CAl [Soltesz, Deschénes, 1993; Som-
ogyietal., 2014]. Tak xe, kak 1 B CA1, kojiebaHUsI
BHYTPUKJIETOYHOTO MOTEHIMaa MUPaMUIHbBIX
HelipoHoB CA3 SBISIIOTCS NOAIOPOTrOBBIMU, U
JIUIIb OKOJIO 1% HEMpOHOB pa3psKaloTcsl Mo-
TEHUWaJIaMU AEUCTBUS B XOAE€ TeTa-LMKJIIa
[Barnes, 1990; Buzsaki et al., 1989; Strata, 1998].
ITosne CA3 nonyyaet cxonnHbiit ¢ CAl 1o cTpyk-
type Bxoa u3z MCO [Unal et al., 2015]. Kpome To-
ro, nojie CA3 mosy4aeT BXoHd OT 3ybuaTtoii dac-
LUK, OYEHb CXOXUI ¢ KosaTepaisimu Hladde-
pa, npuxonsiuumu u3 CA3 B CAl. N3BecTHO,
YTO MILKCTBIE BOJIOKHA U3 3yO4yaroii acuuu
BO30YXIAIOT MEpUCOMATUYECKYI0 30HY IHpa-
mun CA3 u kop3uHuatble HeipoHwl [Chater,
Goda, 2013; Szabadics, Soltesz, 2009]. Ha ocHo-
BE€ 3TUX JAHHBIX MOXHO TIpeArojaraTh, 4To Me-
XaHU3MBbI reHepanuu Teta-putMma B CA3 cXoxXu ¢
takoBbiMU B CAl. OmHako ecTb pe3yJbTaThl,
yKasblBamolre Ha BaxkHOocTh [AMKepruuecko-
ro BXoJla OT CyOMKyjayMma (4acTu TUImnoKaMIiaab-
HOM popMaliK) B reHepaluu teta-putma B CA3
[Jackson et al., 2014]. B naHHoI1 paboTe noka3a-
HO B 9KCIEPUMEHTAX in Vivo U in Vitro, YTO TE€TA-
ocHWLIsIIUU B cyoukyiayMe 1 CA3 cuiibHO KOp-
pEeIUpPOBaHbI, IIPY 3TOM ONTOT€HETUYECKOE TOP-

Ne 3 2020



300 MbICHUH

MOXEHHE HEWPOHOB CYOMKYyJiyMa BbI3bIBACT
CHIDXEHME MOIIHOCTH TeTa-puTMa B 1mone CA3.
Takum oOpa3zoM, MexaHU3MBbI TeHepali TeTa-
putMa B CA3 MOTyT UMETh M1 HEKOTOPBIE OTJIM-
yus ot TakoBhIX B CAL.

3ybuaTasa pacumst HauboJiee cradbo u3ydeHa B
KOHTEKCTEe MEXaHU3MOB TeTa-puTMa. [lokaszaHo,
YTO MIIUCTHIE KJIETKU XUjyca 3youarToit (pacumm
TakK ke, Kak mupamMuaHbie HeiipoHBI CAl 1 CA3,
OOHApYXMBAIOT IIOANOPOrOBbIe OCLMUJUISLINKA
MeMOpaHHOTO MOTEHIIMAala, B KOTOPBIX BaXKHYIO
poab wurpaioT [AMK,-Ttoku [Soltesz, et al.,
1993]. ABTOpPBHI IIpeAIoaaraiT, YTO 3TO CBSA3aHO
C TeM, 4TO TIep(POPUPYIOIINIA ITyTh B OOJIBIIIEH
CTEeTIeHW BO30YKIaeT MHTEPHEHPOHBI 3y04YaTOi
dacuum, Hexenu NMPUHUMIAATbHBIE HEHPOHBI.
CrenyeT OTMETHUTD, UTO TaKasi TOYKA 3peHMs Ha-
XOOUT ITOATBEPXKASHME U B IpyTruX padorax [Wit-
ter, 2007]. 3ybOuaTag dacums TakKe MOJydaeT
nHTeHcuBHBIN BXxon oT MCO [Leranth, Hajszan,
2007; Nyakas et al., 1987]. B psaae apyrux padot
IMoKa3aHa BaXXHOCTb TeTa-puUTMa B 3yO4aTOM
acuym IS CMHANTUYECKOM TUTACTUYHOCTHU.
IlokazaHo, 4TO CcTUMYISALIMS IEPGOPUPYIOIIETO
IyTA Ha TMKE TeTa-pUTMa BBI3BIBAET JIOJITOBpE-
MEHHYIO TOTEHIINAIINIO, a HA MUHUMYME — IO~
TOBPEMEHHYIO JACIPECCUIO WJIM BOOOIIIe HE MMe-
et apdekra [Greenstein et al.,1988; Orr et al.,
2001; Pavlides et al., 1988]. Takum o6pa3om, He-
CMOTpsI Ha MaJioe KOJIWYECTBO TAaHHBIX, MOXHO
YTBEPXKIaTh, 4YTO TeTa-PUTM B 3yOUaToii hacum
nMeeT BaXKHOE (DYHKIIMOHAIbHOE 3HAYCHUE.

Tera-puT™M B SHTOPMHAJBLHONM KOpe M3ydeH
JOCTAaTOYHO AeTanbHO. JlaTepajibHas >HTOPU-
HaJlbHasl KOopa MoJjiy4aeT 3HAa4YMTeJIbHO MEHBbIIE
npoekumit s MCO, 1 TeTa-puT™M B HEll BhIpa-
KEH B ropa3ao MEHbIISH CTENeHU, YEM B MEOU-
abHOIT ®HTOpMHAaBHOM Kope [Kerr et al., 2007].
B MeauanbHOII HTOPMHANIBHOI KOpE CenTalb-
HbI€ TIPOEKIIMU B 3HAYUTEJIbHOI CTeIIeH OOHAa-
pyxuBatorcsa B II—-III cnosix, nmpu 3TOM nokasa-
HO, 4TO cenrajdbHble AMKepruueckue Heipo-
HBI CEJICKTMBHO MHHEPBUPYIOT MHTEPHEMPOHBI
MeauajabHOM SHTOPpUHAILHOM Kophl [Gonzalez-
Sulser et al., 2014]. B my0oKuX cnosIx Menaib-
HOM DHTOPUHAIbHOI KOPbI TETA-PUTM BhIpaXkeH
cllabee, U HEHAPOHBI MPOSIBISIOT TOPa3a0 MEHb-
LIyI0 pUTMUKY Ha TeTa yactote [Mizuseki et al.,
2009; Quilichini et al., 2010].

Caou II-III MenuanbHOW SHTOPUHAIBbHOM
KOpBbI JIeTajlbHO M3y4YeHbl Oaroaapsi OTKPbITUIO
B HUX TaK Ha3bIBaeMbIX “KJIETOK pelneTku’” (grid
cells) [Hafting et al., 2005]. M3BecTHO, 4TO BO 11—
III cnosix ’HTOPMHAJIBHOM KOPHI IPUCYTCTBYIOT
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JIBa TUIA TPUHLUIIMAIbHBIX HEMPOHOB: muUpa-
MUOHBIE W 3Be3mJarbie HelipoHbl [Ray et al.,
2014]. 3Be3guaTblie HEHPOHDI SIBJISIIOTCS KJISTKa-
MU PEIIeTKU U MNPOELMPYIOTCS B TUMIIOKaMII
[Jeewajee et al., 2014]. [TupamMmuaHbie HEMPOHEBI
pa3psiKaloTcss Ha MUHUMYMeE JIOKaJbHOI TeTa-
BOJIHBI, B TO BpeMsI KaK aKTUBHOCTb 3B€314aThIX
HEeWpPOHOB MEHbIIIE MTpUBsI3aHa K (pa3e TeTa-puT-
ma [Ray et al., 2014]. IlupamugHbie HEHPOHBI
SHTOPMHAJIBFHOM KOpHI, TaK Xe Kak B CAl u B
CA3, mposBISOT IIOAIIOPOTIOBBEIE KOJIEOaHUS
MEeMOpPaHHOIO MOTeHIIMAaJIa, IIPY 3TOM ITOTEHIIY-
aJIbl IEMCTBUS TeHEepUpPYeT JIUITb 0KOJIo 1% Kite-
ToK [Quilichini et al., 2010]. MUuTepHeiipoHEbI
TaKXKe pa3psiKaloTcs OKOJO MUHMMyMa TeTa-
BostHHBI [Quilichini et al., 2010]. Ham He ynamock
HalTU B IUTEpATypPe XapaKTePUCTUK OTACIbHBIX
TUIIOB UHTEPHEWPOHOB B 3TOI 00JIaCTU DHTOPU-
HaJIbHOM KOphl. B MenmanbHONM SHTOPpUHAIBHON
KOpe TakKe OIlMCaHa KOIE€pEeHTHOCTb TeTa- M
raMmMa-puTMOB. bbLI0 moKa3aHoO, YTO MPU CTHU-
MYJISIHUA 3Be3M4aThIX KJIETOK Ha T€Ta-4acTOTe C
IMOMOIIIBIO METOIOB OINTOr€HETUKN BO3HMKAET
raMmMa-pMTM, KOTOPBIii MMEeT MaKCUMAaJIbHYIO
MOIIIHOCTb OKOJIO MUHMMYyMa JOKaJIbHON TeTa-
BostHHI [Pastoll et al., 2013]. Bce a™ maHHbBIC yKa-
3bIBAIOT HA CXOXECThb MEXaHW3MOB TI'eHepaluu
TeTa-puTMa B SHTOPUHAIBHOI KOpe C MEXaHU3-
MaMM eTo TreHepauuu B runmnokamne. OmHako
OYEBMIHO, YTO T€TA-PUTM B SHTOPUHAJILHOM KO-
pe uMeeT CBOIO cnelMUKy, KOTOpasi Hy>K1aeTCs
B U3y4YEHUMU.

TETA-AKTUBHOCTD B ITEPEXKNBAIOIIINX
CPE3AX I'MITITOKAMIIA

Ewe B KoH1Ie 80-X rogoB ObLIO ITOKa3aHo, YTO
IpU IeicTBUM KapOaxoarHa (arOHUCT MyCKapH-
HOBBIX PELIEIITOPOB) Ha MEPEKMBAIOIINX CPe3ax
TUIIIOKAMIIa TeHEpUPYeTCs MoJieBasi TeTa-aKTUB-
HocTh [Konopacki et al., 1987]. Bnociaeacrsuu
9TU pe3ybTaTbl MHOTOKPAaTHO MHOBTOPSUIMCH, B
TOM YMCJIE C APYTMMU CUIbHBIMU BO30YXKIAIOII -
MU areHTaMM, HallpuMep, arOHUCTaMM MeTabo-
TPOMHBIX NIyTaMaTepPTUUECKUX PELEIITOPOB WU
NMDA [Fellous, Sejnowski, 2000; Fisahn et al.,
2002; Gillies et al., 2002; Kazmierska, Konopac-
ki, 2013; Kowalczyk et al., 2013].

M3BecTHO, UTO TeHepaTop “KapOaxoJIMHOBO-
ro teta-putma’” Haxoautcsd B 1ojie CA3 rumnmno-
KaMIia, oTKya oH pacnpoctpansiercs B CAl. Ec-
JIM B TIEPEXUBAIOILIEM Cpe3€ pa3AeiuTh IO
CA3 u CAl, to B1iosie CAl purMmuueckasi akTuB-
HocTb nponanaet [Williams, Kauer, 1997]. Bos-
HUKaloI1asi TeTa-aKTMBHOCTb 10 HEKOTOPBIM Ma-
Ne 3

ToM 70 2020



MEXAHU3MBbI TMITITOKAMITAJIBHOT'O TETA-PUTMA 301

paMeTpaM IT0XoxKa Ha TeTa-pUTM, HabIrogaeMblid
y XXMBOTHBIX B CBOOOOHOM MOBenAecHUM. B yacT-
HOCTH, pa3psiibl HEMPOHOB pa3HBIX KJIETOUHBIX
HOMYJISINIA TakKKe IPOSBISIOT NPUBSI3aHHOCTD
K (baze TeTa-BOJIHBI, HAOIIOOAETCSI CBI3aHHOCTD
TeTa- ¥ TaMMa-OCHWJIISILINI. ABTOPEI OTKPBITUS
KapOaxoJIMHOBOTO TeTa-pruTMa B CBOMX paboTax
[Fellous, Sejnowski, 2000; Fisahn et al., 2002;
Gillies et al., 2002; Kazmierska, Konopacki,
2013; Kowalczyk et al., 2013] maxke npemmoara-
JIM, YTO TETa-pUTM MOXKET Te€HEpUPOBATHCS
TOJILKO TMIIOKAMITAJILHOM CEThIO, 6€3 BHEIITHUX
BXOJOB, B TOM YHCJIE, BXOJa OT MEIUAILHOM CeIl-
TaJIbHOM 00JIacTH.

OnHako JnaHHas To4yka 3peHHusl MoABepIjiach
MHOXECTBEHHOM KpUTHKe. bbljlo moka3zaHo, 4YTO
10 psay papMaKkoIornyeckrmx MeXxaHu3MOB Kap-
0axXOJMHOBBIN TETa-PUTM OTIUYAETCS OT (PU3UO-
JIOTMYECKOTro, HaOII0IaeMOrIo Y XXUBOTHBIX in Vivo
[Williams, Kauer, 1997]. ®opma BOJHEI IT0JIEBO-
ro mnoTeHliMaja, PEerucTpupyeMoro IIof Jei-
CTBMEM KapOaxoJia, pe3KO OTJINYaeTCsl HE TOJILKO
OT T€Ta-pUTMa, PETUCTPUPYEMOTO in Vivo, HO U
OT TeTa-pyuTMa, PETUCTPUPYEMOTO B CENTO-TUII-
IMOKaMIIaJIbHOM IIperiapare in vitro Ipu CTUMY-
assuun MCO [Téth et al., 1997]. AKTUBHOCTB I -
paMUIHBIX HEHPOHOB B XOJi€ T€Ta-BOJIHBI TAKXKe
OTJIMYaeTcs 1is1 KapOaxoJMHOBOIo U (pu3n0JI0-
r'MYeCcKOoro TeTa-puTMOB; B MIEPBOM ciydyae Iu-
paMuJIHble HEWPOHBI pa3psiKaloTcs 3ajllaMu
[Williams, Kauer, 1997], Bo BTopoMm ciiydyae oau-
HOYHBLIMM MOTeHLIMaIaMu aeiicTBus [Ylinen et al.,
1995]. INpu kapOGaxoJMHOBOM TETa-pUTME MpPaK-
TUYECKM BCE HEHPOHBI (U MUpaMUIbI, U UHTEP-
HEHPOHBI) CMUHXPOHHO pa3psiKaloTcsl MoTeHLua a-
MM AEHCTBUSI, YTO PE3KO OTJIMYAETCs OT (prU3MOJI0-
TMYECKOIo TeTa-pyuTMa, IpU KOTOPOM KOJIeOaHUs
MOTeHLIMAaJIa MPUHLMIMAIbHBIX HEMPOHOB OCTalOT-
cs rnoarnoporosbiMu. bojiee Toro, Npu reHepaluu
TeTa-puTMa rokaszaHa HU3Kasl CTelleHb KOppeu-
POBAaHHOCTM MOMEHTOB pa3psl0B HEWUPOHOB
[Mizuseki, Buzsaki, 2014], 4To TakxXe IIPOTUBO-
pEeUYUT KapTUHE NPpU allUIMKaluyd KapOaxoarHa.

B TeopeTnyeckoii iuteparype nokazaHo, YTo
cucTeMa 13 BO30YXKIAIOIIMX U TOPMO3HbBIX HEM-
POHOB CKJIOHHA K CUHXPOHM3aIl1, B TOM YUCJIe
Ha TeTa-yacToTe, IpU OIpeaesieHHOM Habope
rapamMeTpoB CBsI3eil U CuJie BHEIITHMX BO30yX/1a-
fommx BxonoB [Borisyuk, 2002; Hopfield, Herz,
1995; Kudela et al., 2003]. MoxHo mpenrioa-
raTh, YTO KapOaXOJIMHOBBII TETa-PUTM SIBJISIETCSI
NpUMEPOM TaKOi CMHXpOHU3ALUU. YOoeauTeab-
HO TokazaHo, uyTo OjiokaTtopbl 'TAMKepruue-
ckoii mepenaun u AMPA-pelienTopoB MmoaaBJisi-
IOT Kap0axXOJIMHOBBIM TeTa-puUTM, IIPU ITOM
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Jaxe B MpUCYTCTBUU OjiokatopoB AMPA-pe-
LIETITOPOB OCTAIOTCS PUTMUYECKUE Pa3PSIIbI TTH -
paMMIHBIX KJIETOK Ha TeTa-dyacTtore [Williams,
Kauer, 1997]. OTtu naHHbIe NPUBOIAAT K MbICJIH,
YTO TIpU OJIOKaZge CHUHAITUYECKO Tiepenadyu
pa3psabl HEMPOHOB HE CUHXPOHU3UPYIOTCS, YTO
MOXKHO Ha0JII0J1aTh KaK OTCYTCTBHE TTOJIEBBIX KO-
JedaHuii. DTa uaest NoATBEPKIASTCS MHOTOYMC-
JICHHBIMU TEOPETUUYECKUMM MCCIICTOBAHUSIMU
[Bezaire et al., 2016; Orban et al., 2006; Rotstein
et al.,, 2005]. Takum oOpa3oM, CyIIECTBYIOT
MPUHLANHAAIbHBIC PAa3 YN MeXIy (U3U0JIO-
TMYEeCKUM UM KapOaXOJIMHOBBIM TETa-pPUTMOM.
Bce 3tn maHHBIe HABOIST HAa MBICIIb, YTO AKTUB-
HOCTb, HaOJTtomaeMasl Ipu IeicTBUM KapOaxoJIm-
Ha, SIBJISIETCS TIATOJIOTMYECKOM, ITIOXOXel Ha
BMWICTITUYECKUE CYTOPOXKHBIC Pa3psiabl.

CBA3b TETA-PUTMA
C IPYTUMHU PUTMAMU

Kpowme teTa-putma, Hanbosee BbIpakeHHBI-
MU pUTMaMU B TMMIIOKaMIIe SIBJISIFOTCS raMMa-
put™ (30—100 I'n) m punmi ocuuusiuuu (120—
400 I'm) [Colgin, 2016]. MHorumMu aBTOpamMu
raMmMa-pMTM paccMaTpUBaeTcs KaKk HEOJHOPOI-
HBII, TIPY 3TOM HEKOTOPbIE aBTOPHI MOAPA3IECIISI-
IOT TaMMa-pUTM Ha JBE MOJIOCHI: MEAJIECHHBII
(30—50 I't) u 661CcTpHBI TaMMa-puT™M (60—90 Ir)
[Colgin, 2015; Colgin, 2016; Colgin, Moser,
2010]; npyrue aBTOpHI BbIICASIOT JOTOIHUTETb-
HO cpenHuii ramma-putm (40—70 T'x) [Belluscio
et al., 2012]. CnegyeT OTMETUTb, YTO BEPXHSIS
rpaHulla AMaria3oHa raMMa-puTMa pa3aindHbIMU
aBTOpaMU paccMaTpuBaeTcs B AuamnaszoHe oT 90
no 150 I'm [Buzsdki, Wang, 2012]. HecmoTpst Ha
pa3HomIacus B OLIEHKaxX T'paHUIl TaMMa-4acToT,
MHOTHME aBTOPHI COMIACHBI C TEM, YTO MeJICH-
HbIIl U OBICTPBIN TaMMa-pPUTMbI OTJIUYAIOTCS 1O
cBOoMM MexaHu3MaM reHepanuu [Belluscio et al.,
2012; Colgin, 2015; Colgin, Moser, 2010].

laMMa-puT™M  MpOSIBASIET  YAUMBUTEIbHYIO
“NIpUBS3KY” K TETa-pyUTMY, PETUCTPUPYEMOMY B
nojie CAl runmnokamia (puc. 4). IlokazaHo, 4To
raMMa-puTM T€HepUupyeTCsl He TOJIbKO B T€ MO-
MEHTbl BpE€MEHM, KOIJa BbIpaXeH U TeTa-pUTM,
raMmMa-puTM MpUBS3aH K OIpeaesieHHON (aze
TeTa-pUTMa, aMIUIUTYIHO U (da3oBo [Belluscio
et al., 2012; Colgin, 2015]. MenjaeHHbI1 ramMma-
PUTM TeHepupyeTcsl Ha HUcXose dase Teta-
putMa [Belluscio et al., 2012]. CyliecTByeT MHe-
HUe€, YTO MEUICHHbIII TaMMa-pUTM FeHepupyeT-
ca B nojie CAl 3a cuetr Bxoma oT CA3 [Colgin,
2015; Colgin, Moser, 2010]; naHHast Touka 3pe-
HUS OMUpaeTcsl Ha SKCIIepUMeEHTalbHbIe (PaKThbI
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Puc. 4. CornpskeHue TeTa- 1 raMMa-pyuTMOB. (a) Maeann3upoBaHHbBIN CUTHAN, IEMOHCTPUPYIOLIN (ha30BO-aM-
IuTyaHoe 1 a3oBo-(da3zoBoe ConpskKeHe MEIJISHHOIO 1 ABYX 0oJjiee ObICTPBIX cUTHAIOB. (0) IIpuMmep 3amucu
MOJIEBOTO TOTEeHIIMAaa U3 mupamMunHoro ciost noyst CAl Kpbickl B cBOOOIHOM ToBeaeHUU. (B) PazoBo-amIuim-
TYIHOE COMpsiKeHMe. B rpagalmsx ceporo mokasaHa z-olleHKa MOIITHOCTH Ha 9acTOTaX raMMa-pHUTMa B 3aBUCH-
MocCTH OT (ha3sl TeTa-put™Ma. LIITpuXoBOit TMHUEN ITOKa3aHa TeTa-BoJIHA. MOIITHOCTh MEIJICHHOTO TaMMa-puUTMa
(30—50 I'm) MmakcuMasibHa Ha HUCXOsIIEe# da3e TeTa-BoJHBI. MoIIHOCTB GbicTporo ramma-putma (70—100 I')
MakKcHMaJlbHa Ha MUHUMyMe TeTa-BoJIHBL. () Pa3oBo-(da3oBoe colpsikeHUe TeTa- M raMMa-puTMoB. Ha Bcex
rpacdukax mo ocu abCUKMCC OTJIOXEH KO3(MDUIIMEHT # U3 1:m TeCTa, T.€. BO CKOJIBKO pa3 ObLI “yCKOpPeH” OT(MUIb-
TPOBaHHBII B TeTa-AMana3oHe CUrHail. I'paduKu MoCcTpoeHbI ¢ MpUMeHEHNEM pa3HbIX (PUIBTPOB IS raMMa-aua-
na3oHa (cM. JiereHay). JIist Bcex mrnana3oHOB TaMMa-pUTMa UMEIOTCST TaK1e 3HAaYeHUS 7, TIpU KOTOPBIX HabJrioma-
€TCSI BBICOKOE 3HaUeHUE MEeXYaCTOTHOM KOTEPEHTHOCTH, T.€. TTOCTOSTHCTBA Pa3HOCTH (a3 C y4yeToOM pa3HOCTH B
“ckopocTi” putMoOB. McxomHas 3ammch B3sitTa M3 oTKpbIToM 6a3bl Collaborative Research in Computational Neuro-
science — Data sharing (crcns.org), Habop naHHbIX he-3 [Diba, Buzséki, 2008; Mizuseki et al., 2009; Mizuseki et al.,
2014].

Fig. 4. Coupling of theta and gamma rhythms. (a) Idealized signal, which shows phase-amplitude and phase-phase
coupling between one slow two fast signals. (6) Example of a record local field potential in the pyramidal layer of the
field CAl of a rat in free behavior. (B) Phase-amplitude coupling. Grayscale shows the z-score of gamma rhythm
power at frequencies depending on the phase of theta rhythm. The dashed line shows the theta wave. The power of
the slow gamma rhythm (30—50 Hz) is maximal at the descending phase of the theta wave, the power of the fast gam-
ma rhythm (70—100 Hz) is maximal at the minimum of the theta wave. (r) Phase-phase coupling of theta and gam-
ma rhythms. On all plots along the abscissa axis, the coefficient # of the n:m test is postponed, i.e. how many times
the signal filtered in the theta range was “accelerated”. The plots are constructed using different filters for the gamma
range (see legend). For all ranges of gamma rhythm, there are such values of # at which there is a high value of cross-
frequency coherence, i.e. constancy of the phase difference taking into account the difference in the “speed” of
rhythms. The original record is taken from an open database Collaborative Research in Computational Neurosci-
ence — Data sharing (crcns.org), a dataset is he-3 [Diba, Buzséki, 2008; Mizuseki et al., 2009; Mizuseki et al., 2014].

O BBICOKOI KOT€PEHTHOCTU Ha 4aCcTOTe MeIJICH-
Horo ramMmma-putMa Mexay nojasiMmu CAl u CA3
[Carr et al., 2012; Colgin et al., 2009; Colgin,
2012; Kemere et al., 2013; Takahashi et al., 2014].

BbICTpBIii raMMa-puUTM TakXkKe MPOSIBIISIET BbI-
COKYIO CTENEeHb MPUBS3KU K T€Ta-pUTMY B T0JIe
CAl. boicTpblii raMMa-puTM BO BpeMsI UCCIIEN0-

KYPHAJI BEICHIEVM HEPBHOW OEATEJIBHOCTU

BaTEJIbCKOTO TMOBEICHUSI TeHEPUPYETCS OKOJIO
MUHMMYyMa TeTa-BOJIHbI, B TO BpeMs KaK BO Bpe-
M1 OBICTPOIrO CHa — Ha HUCXOAs1Iel (a3e TeTa-
putmMa [Belluscio et al., 2012]. I'maBHBIM UCTOY-
HUKOM ObIcTporo ramma-putma B 1one CAl
rUImnokKamiia cyuTaeTcs nep@opupyommnii nyTh
[Colgin, 2015; Colgin, Moser, 2010]. JanHas
TOUYKa 3pEHHUSI OCHOBBIBAETCSI Ha BBICOKOI KoTe-
Ne 3
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peHTHOCTU ObIcTporo ramma-put™ma B CAl u B
sHTOpuHaNbHOI Kope [Colgin et al., 2009;
Pastoll et al., 2013]. BapnabenbHOCTh B TPUBSI3KE
OBICTPOro raMMa-puTMa K (pasze TeTa-puT™Ma, Ha-
npuMep B OBICTPOM CHE, IO Bceil BUAMMOCTH
MOXHO OOBSICHUTH BbIIlIE€ YIIOMUHAaBIIIEHCS 3a-
nepxkoii B 70—80 Mc B riepenade curHaja oT 3H-
TOPMHAJIbHOUI KOPbI B TUIIIIOKAMII, KOTOpasi Ipu
pa3HOil yacToTe TeTa-puTMa OydeT JaBaTh pas-
HYIO 3aJIepXKYy B (pazax.

Kpome BBICOKOI1 cTeeHM NPpUBSI3KU K (dase
TeTa-puTMa, OBICTPBIII M MEIJIEHHBLIM TaMMa-
PUTMBI JIEMOHCTPUPYIOT (a30ByI0 IIPUBS3KY,
WHBIMU CJIOBAMU MOXHO CKa3aTb, YTO Pa3HOCTh
(a3 Mexay TeTa U raMMa-pUTMOM OCTaeTCs IO~
crosiHHOH [Belluscio et al., 2012]. PazHocTtb (a3
MEXKIy PUTMaMM IIPUHSITO OLICHUBATh C MOMO-
mpto n:m Tecta (puc. 4 (r)). B 17aHHOM TecTe n 1
m — 2T0 KO3(pPULINEHThI, HA KOTOpPbIe YMHOKa-
I0TCS 3HaUYeHUS (pa3 pUTMOB Mepea HaXOXKICHU -
€M pa3HocTh; ¢a3bl MNpeaBapuTeIbHO MOTYT
OBITb paCCUUTAHLI CTAHIAPTHBIM CIIOCOOOM, Ha-
MpuMep, ¢ MOMOlIbI0 Mpeobpa3oBaHusl [Wib-
oepta. ITocne HaxoXaeHUST Pa3HOCTU (a3 MOXK-
HO OLICHUTb [IJIMHY BEKTOpa, IIOJYYEHHOTO
yCpeIHEeHMEM B MOJISIPHBIX KOOpPIMHATax BCeEX
BEKTOPOB C EAMHUYHON JJIMHOM U C yrJIaMU, CO-
OTBETCTBYIOIIIMMM MOJYYEHHOU pa3zHOCTH as.
3HaueHus n:m Tecta MeHs10Tcs ot 0 1o 1, 4To co-
OTBETCTBYET AMAIla30HY OT HOIHOIO OTCYTCTBUS
CBSI3U 10 MOJIHOM cBsg3aHHOocTU. Ha puc. 4 (r)
NpUBEASCH MOpUMEp 3HAYCHUM MEXYacTOTHOI
KOT€pPEHTHOCTU B 3aBUCUMOCTU OT A:M COOTHO-
LIIEHUST MEXKIy YacToTaMu. JJ1st BCeX 4acTOT raM-
Ma-puTMa HaOJI0IAI0TCS BHICOKUE 3HAUCHUS 1.1
Tecta. TakuM oOpa3oM, 1 MedJIeHHBII, U ObICT-
pblii TaMMa-pUTM OYE€Hb TECHO CBSI3aHbI C TETa-
PUTMOM, OHU TEHEPUPYIOTCSI HE TOJILKO B OIpe-
NeJIeHHY1o a3y TeTa-puTMa, HO U C OTIPEIEIICH-
HOI1 COOCTBEHHOI HaYyaabHOM (pa3oii.

YacTora raMma-puTMa BO BCEX €T0 IMaras3o-
HaX TaKXXe XOPOIIIO KOPPEIUPYET C YaCTOTOM Te-
ta-putMa [Belluscio et al., 2012]. Hamee MBI 00-
CyXIaeM 3KCIIepUMEHTAIbHBIN (haKT, YTO YacToTa
TeTa-pUTMa 3aBUCUT OT CKOPOCTH ABVIKEHUS KU~
BOTHOTO B IIPOCTPAHCTBE, U 0OCYXKIaeM BO3MOX-
HbIE MEXaHU3MBI 3TOTO sIBJIeHUSsT. CBSI3b YaCTOTHI
TeTa- U TaMMa-pUTMOB HAaCTOJIBKO CUJIbHAS, YTO
aHAJIOTUYHBIN 3PP eKT 3aBUCUMOCTH YaCTOThI OT
CKOPOCTHU IBVKEHUS XUBOTHOTO HaOII0OIaeTCs
U IUIST OBICTPOTO, W [IJIsI MEIUIEHHOTO TaMMa-PUT -
moB [Chen et al., 2011].

Punmui-ocuuyuisiumv, HanpoTUB, AEMOH-
CTPUPYIOT aHTAarOHUCTUYECKOE OTHOIIEHUE K
TeTa-pUTMy, OHU PETUCTPUPYIOTCS B MOMEHTHI
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BpEMEHH, KOTlIa TeTa-puUTM B THUIIIIOKAMIIe He
BeIpaxeH [Nishida et al., 2014]. DTu nBa ThIIa OC-
HWUISILIUN TeHepUpYyIOTCs B TUIIIIOKAMIIE BO
BpeMSI TIPOTHMBOMOJIOXHBIX (DYHKIIMOHATBHBIX
COCTOSTHMIA MO3Ta: aKTUBHOM COCTOSIHUU (TeTa-
PUTM) M COCTOSTHUU ITIOKOSI (PUIIII-OCIIUJIIISI-
mun). Ipy pUIUI-OCUMIUISALIMAX YacTO HAOIIO-
Jal0T aKTUBAIIMIO KJIETOK MECTa, 4YaCTO B TOM ITO-
psiaKe, B KOTOPOM >KMBOTHOE B IaJbHEUIIIEM
IBUTAETCS B JaOMpPUHTE. DTO paccMaTpUBAIOT
KaK IJIAHMPOBaHWE MaplIpyTa ABUKEHUST, OMHA-
KO BO BpeMms Oera B JaOMPUHTE Yallle BCETO BhI-
paxeH Teta-putM [ Pfeiffer, 2017; Pfeiffer, Foster,
2015; Wu et al., 2017].

HexoTtopbie paGoThl yKa3blBalOT Ha TO, 4YTO
MEXaHM3M aHTarOHUCTUYECKUX OTHOILIIEHUI MO-
>KET BKJIIOUaTh B ceOs BAMSHUE TMIIOKaMIla Ha
MCO. Bblilie Mbl yKe paccMaTpuUBaiu CBOMCTBA
TUMNIOKaMITaIbHO-CEeNTalbHbIX HEMPOHOB. XOTs
OTMEYaJI0Ch, YTO HET (PU3MOJOTUUYECKUX HaH-
HBIX O BA2XKHOM pOJIM 3TUX HEHPOHOB JIJIsI reHepa-
LIMU TETa-pUTMa, OHU MOTYT ObITh BOBJIEYEHBI B I'e-
Hepaluilo pyuniui-ocuuissuuii. Hamomaum, 4yrto
TMITIIOKaMITaJIbHO-CENTa/IbHbIe HEMPOHBI OJTy4Ya-
10T BO30YXXKJIEHHE OT MUpaMUIAHbIX HEMPOHOB U
JIETKO BOBJICKAIOTCS B PUTMUYECKUE IIPOLIECCHI,
npoucxonsinue B rumnmokamiie [Blasco-Ibanez,
Freund, 1995]. CyliiecTBYyIOT faHHbBIE, YTO OIITO-
reHeTHMYecKasl BbICOKOYACTOTHAsI aKTUBallUs
T'AMKepruyeckux TrurokamIiialbHO-CeNTalb-
HbIX HEHPOHOB MPUBOAUT K JJIUTEIbHOMY TOP-
MoxkeHU1o HelipoHoB M CO in vitro [ Mattis et al.,
2014]. DTo moaTBepXKIaeTCs NaHHBIMU in Vivo:
BO3HMKHOBEHMWE BBICOKOYACTOTHBIX PUMILI-OC-
UWUISILMK B TUNIOKaMIle MOAaBisieT Helpo-
HaJIbHY10 akTuBHOCTh B MCO [Dragoi et al.,
1999]. O1u pe3yabTaThl yKa3blBalOT, YTO TUIIIO-
KaMOaJibHO-CeTITaJlbHble  MPOEKLMU  MOIYT
y4yacTBOBaTh B (hOPMUPOBAHUU PUITILI-OCLIUI-
JISIINA, BDEMEHHO TTOAABJISAS HEUPOHHYIO aKTHUB-
HocTb MCO u reHepanuio TeTa-purMa. 9To Mo-
>KET ObITh BaXKHBIM MEXaHU3MOM OOYUeHUS 1 Ma-
MSITH Ha CET€BOM YPOBHE, MOCKOJIbKY MTOKa3aHOo,
YTO BO BpEMS PUIII-OCUWUISILIUIA B TUTIIIOKAM-
M€ OCYLIECTBJISIOTCS BaKHble KOTHUTHUBHbBIE
GyHKIMU, TaKue KaK KOHCOJUAaLMs MaMsITh
[Buzséki, 2015].

Pestomupysi, MOXXHO cKa3aThb, YTO B TMMIIO-
KaMIIe CYILECTBYET JIBa PEXMMA HEMPOHAIbHOMN
AKTUBHOCTU, PETUCTPUPYEMOM B BUIE PUTMOB, a
MMEHHO IreHepalus TeTa- U TaMMa-pyuTMa B Ofl-
HOM DPEXMME U TEPUOIUNYECKU BO3HUKAIOIIME
PUNIUI-OCUMJIISILIAY B ApyroM. B coBpeMeHHOI
JIUTEPATYPE B KAYECTBE MEXaHU3MOB BO3ZHUKHO-
BCHUS raMMa-pyuTMa U pUIILUI-OCUWLUISALIMHI pac-
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CMATPUBAIOT BHYTPEHHUE CBOMCTBA HEMPOHHBIX
CEeTEeH TMIIIIOKAMIIA W SHTOPUHAJIBHOW KOPbI
[Buzsaki, 2015; Buzsaki, Wang, 2012; Colgin,
Moser, 2010], uHBIMM CJIOBaMH, TaMMa-pUTM U
PUNIUI-OCUMJUISLIAM  BO3HMKAIOT BCJIEACTBUE
JIOKAJIbHBIX TIPOLIECCOB, MPOUCXOASIINX B HEM-
POHHBIX CETSIX, a TeTa-pUTM BO3HMKAET BCIEd-
cTBHE TTeiicMekepHoro curdana or MCO.

PACITPOCTPAHEHHUE TETA-PUTMA
1O CEIITO-TEMITIOPAJIBHON OCH
I'MIITIOKAMIIA

MBI yKe oTMedajii, YTO BO BCEX OTAEeJIaX IT'UIl-
nokamMIiia HaOJIIoJaeTcsl KOISPEHTHBIM TeTa-
put™. OgHAKO BBICOKASI KOTePEHTHOCTh HA0II0-
JaeTcsl U MEXAy CUTHAJIaMU, PETUCTPUPYEMBIMU
B noie CAl mopcaabHOTO U BEHTPAJIbLHOIO TUII-
nokammna. B 4acTHocTu, OBLUIO OOHapyXeHO
OYeHb MHTEPECHOE sIBJICHUE: cABUT (a3 TeTa-
BOJIHBI IIO0 Mepe€ IBMKEHMSI MO CENTO-TEMIIO-
pajabHOII OCH JIMHEMHO YBEIUYMUBAETCS B 3aBU-
CUMOCTHU OT PACCTOSIHUSI MEXIY PErucTpUpyIO-
MMM 3JIeKTponamMu. MHBIMM CcIoBamMu, TeTa-
PUTM PaCOPOCTPAHSIETCS IO CENTO-TEMIIOPaJib-
HOM OCH TUIIIOKaMIla B BUAE “IyTELICCTBYIO-
mux” (6erymux) BouH [Lubenov, Siapas, 2009].
B nmanbHeiimem 3To sBJIEHUE HAILIO HOATBEP-
XKIeHue B paborax apyrux aBTopoB [Long et al.,
2015; Patel et al., 2012], B ToM 4ucile 1 B padboTax,
MpOBEIeHHBIX B KIIMHUKE Ha Jdoaax [Zhang, Ja-
cobs, 2015]. B skcnnepmMeHTax Ha KpbIcax OBIJIO
MOKAa3aHO, YTO Pa3HOCTh a3 MEXIy KpallHUMU
TOUYKaMU B JOPCAJIbLHOM U BEHTPaJIbHOM TUIIIIO-
KaMIIe MOXXeT focTuraTth 180°; ripy yacToTe TeTa-
putMa 8 [ 1 pacCTOSTHUU MEXAY DJIEKTpOoIaMuU
B 10 MM MOXHO IIOJIyYUTh 3HAUYEHUE CKOPOCTU
pacrpocTpaHeHMsl TeTa-pUTMa B TUIIIOKAMIIC
kpbic B 0.16 m/c [Patel et al., 2012], yTo mpumep-
HO COOTBETCTBYET CKOPOCTU PaCIIPOCTPaHECHUS
“OerylInx BoJH” B 3pUTeNbHOI Kope [ Benucci et
al., 2007]. B pabore Ha JOIsAX MoKa3aHO, YTO
MaKCHUMaJIbHbIIA CABUT (a3 MEXIy JI0PCaTbHBIM
Y1 BEHTPaJIbHBIM MOJIIOCOM TMIIIIOKAMIIA COCTaB-
JisieT oT 28° 10 49°, 4UTO COOTBETCTBYET CKOPOCTU
pacrpocTpaHeHus BOJIHEL OoT 1 10 5 M/c [Zhang,
Jacobs, 2015].

B npyrux paborax 661710 MOKa3aHO, YTO KOre-
PEHTHOCTb Ha raMMa-4yacToTe yObIBaeT 3HAuM-
TeJIbHO ObICTpee, yeM Ha TeTa-yactorte. [lpu
3TOM CUJIa COTPSI)KEHHOCTU MEXIy TeTa- U ram-
Ma-pUTMOM B CEINTO-TEeMIOPaJILHOM HaIlpaBJie-
HUU He MeHsieTcst [Penley et al., 2012; Sabolek
et al., 2009]. DTo ykaspiBaeT Ha TO, 4YTO TeTa-
pUTM, B OTJIMYMUE OT raMMa-puUTMa, SIBJISICTCS
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[JTOOAILHBIM TIPOIIECCOM, B KOTOPBIA BOBJICYCH
BECh TUIIIOKAMIT.

Eiie onHUM MHTEPECHBIM SIBJIEHUEM SIBJISICT -
cs TO, YTO YacToTa TeTa-puTMa B JOpPCaJIbHOM U
BEHTpPaJIbHOM TUIIIIOKaMIIe MO pa3HOMY pearu-
PYET Ha CKOPOCTh M YCKOpEeHHUE XKUBOTHOro. Ya-
CTOTa U MOIIHOCTb TeTa-putMma B 1ojie CAl u
3ybuaToil acuum agopcajbHOIO THUIIITOKaMIIa
CUJIbHEE 3aBUCUT OT CKOPOCTU U YCKOPEHMUSI KU1~
BOTHOTO B JIMHEMHOM Jadbupunte [Hinman et al.,
2011; Long et al., 2014; Patel et al., 2012]. Takke
U3 Apyrux paboT M3BECTHO, YTO pa3Mep MoJs
KJIETOK MeCTa YBEJMYMBAETCSI B CEITO-TEMIIO-
panbHOM HarmpasieHuu [Jung et al., 1994; Kjel-
strup et al., 2008]. Bce 3Tu pe3yabTaThl HOATBEP-
JKIAIOT TOYKY 3pPEHMSI, YTO JOPCAIbHBINA U BEH-
TPaJIbHBIIA TUIIIIOKAMIT BBITMIOJHSIIOT Pa3HYIo
GYHKIHMIO C TOUYKU 3peHUsT 00pabOTKU UHMOP-
Maluu. A UMEHHO, TIPOCTpaHCTBEHHAasi MH(POP-
Malusi oOpabdarsiBaeTCcsl B OOJIbIIICH CTEeHU B
JIOPCaJIbHOM TUMIOKaMIIe, & HETIPOCTPAHCTBEH-
Hasl B BeHTpaJibHOM. JlaHHas1 TouKa 3peHUs TaK-
K€ MOATBEPXKAAeTCSl MaHHbIMWA O paziddyHOM
9KCIPECCUU T€HOB B AOPCAJbHOM U BEHTpasb-
HoMm runnokamne [Long et al., 2015; Strange
et al., 2014]. Apyrum noka3aTeabCTBOM SIBJISICTCSI
paszinyre B MHTEHCUBHOCTSIX BXOISIIIMX 1 UCXO-
JISIIIMX ITPOEKIINI B JOPCaJIbHOM U BEHTPAJIbHOM
oTJlejax rurmokamiia. JopcaabHblid TMIIIIOKAMII
CWJIBHO CBS3aH B3auMHBIMHU cBI3ssMu ¢ MCO,
TaK>K€ OH IOCHLIAeT MHTEHCUBHBIE MTPOEKIIMU B
PETPOCIUIEHUAJIbHYIO U TMEPUPUHAJILHYIO KODY.
BenTpanbHblii TMIIOKaMIl HauOoJiee CUJIbHO
CBSI3aH C MUHOAJIMHOM U MeaualbHOI ITpedpoH-
TajJbHOM Kopoit (0030pbl [Long et al., 2015;
Strange et al., 2014]).

B nutepatype obcyXnarTcsl TpU MexXaHU3Ma
pacIipocTpaHEeHUSI TETa-BOJHBI IO CEIITO-TEM-
nopanbHoit ocu [Lubenov, Siapas, 2009; Patel
et al., 2012; Zhang, Jacobs, 2015]. IlepBr1it Mexa-
HU3M NIpeanojiaracT HaJimdue OOQHOro reHepaTo-
pa Tteta-putMma. B kadecTBe Takoro reHeparopa
aBTOpbI Hauboee yacto paccMarpubarot MCO.
Db dekT Oeryliiieil BOJHbBI OObSICHSIETCS HATUYU -
€M 3aJiepXXeK B pacIpoCTpaHEHUU PUTMUYECKO-
ro cUrHaja ot reHepartopa. Bropoe o0bsicHeHUe,
KOTOpOE MPUBOIUTCS B IIPOLUTUPOBAHHBIX BbI-
IlI€ CTaThsIX, 3aKJIOYACTCS B MPEAIOJOXEHUU O
pacrpocTpaHeHUU BO30YKIESHMS [0 HEMPOHHOM
cetu oyt CA3. DTa Touka 3peHus IMoATBepKAa-
eTCs1 JTaHHBIMU, MOJIyYYCHHBIMUM Ha cpe3ax MoJis
CA3, B KOTOpBIX Ha0JII0[1aJI0Ch pacIIipoCTpaHe-
HME BO30YXIEHHUSI CO CKOPOCThIO, OJIM3KON K
CKOPOCTU pacIpOCTpaHeHUsI Oeryiieil BOJIHBI
TeTa-putma [Miles et al., 1988]. ITocinenHuit ru-
Ne 3
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MOTETUYECKMIM MeXaHM3M IIpeariojaraeT pac-
MpOCTpaHEHNWE TeTa-BOJHbI KaK Kackajla CHUH-
XpOHM3AlLUKU OCHWLIATOPOB. Ilom ocuummisTo-
paMyd TOHMMAIOTCSl TMpPaMUIHbIE HEWPOHBI
noineit CAl u CA3 m rpaHysipHble HEHPOHBI
3youartoit pacuuu. Kak MBI y:Ke yIIoMUHaIu, B
JIMTepaType UMMeeTCss MHOXECTBO CBUJIETEIbCTB
TOTO, YTO ITepeUUCIEHHbIC HEMPOHBI TIPOSIBJISIIOT
CIIOHTAaHHbIEC TOAMNOPOTOBbIE KOJIEOAHUSI MEM-
OpaHHOTO MOTeHIIMAaJIa Ha TeTa-4acToTe [ Barnes,
1990; Buzsaki et al., 1989; Strata, 1998; Ylinen
et al., 1995]. Iloka3zaHo, YTO YaCTOTA Y AMILIUATY-
Ja 3TUX KOJIEOAaHUM y MUpaMUAHBIX HEHPOHOB
CA1 yMeHBIIIaIOTCSI B CENTO-TEMIIOPAJILHOM Ha-
npaBiaeHuu [Maurer et al., 2005]. PutmMmnyeckue
pa3psiabl OOHUX HEMPOHOB MOTYT BBI3bIBATh MO/ -
CTPOMKY COCETHUX HEUPOHOB M T.[I.

B 3akiitoueHue ciaenyetr OoTMETUTD, UYTO BCE Ie-
pEYHMCIIEHHbIE MEXAaHU3Mbl IIOKa HE IIPOBEpsI-
JIUCh B 3KCIEPUMEHTAX, MO3TOMY HEBO3MOXHO
CcKa3aTh, KaKOM M3 HUX HanboJiee BEPOSITHBIN.
C apyroil CTOpOHBI, OHM IPUHLUIIMAIBHO HE
IMPpOTUBOpPEYAT APYT APYTY, ITIO3TOMY BIIOJIHE BE-
POSITHO, YTO OHM PEAIM3YIOTCS OMHOBPEMEHHO.

SAKIIIOYEHUE

HMccnenoBaHrue MexaHM3MOB TeHepaldu Te-
Ta-pyUTMa BbISIBUIO, UTO IJIs1 €ro (POPMUPOBAHMS
HeobxonuMa CBsI3b TMIIIOKaMNa ¢ MeaualibHOM
cenTtanbHOli ob6nacteio (MCO). Yacth Heiipo-
HOB 3TOM 00JIACTU TIOCTOSIHHO pPa3psiKaloTCs
3aJillaMu Ha TeTa-yacToTe (TeTa-IeicMeKepshl),
BOBJIEKass B PUTMHUYECKYIO aKTUBHOCTb OOJb-
mMHCTBO KiaeTok MCO 1mipu MNOCTYIJIEHUU B
MO3T HOBOM uHGpopMaiuu. CenTaabHble HEMPO-
Hbl UMEIOT UHTEHCUBHBIE MMPOEKIIMU BO BCe 00-
JlacTu runmnokamima. IIpyu oTcyTcTBUM CBsI3ei
HelpoHHbIX ceTeit MCO u rumrokammna TeTa-
pUTM B mocjeaHeM He reHepupyetcs [Buzsaki,
2002; Unal et al., 2015; Vertes et al., 2004; Vino-
gradova, 1995]. bonee Toro, mnelicMeKkepHas
dyHkmsa MCO peryaupyeTrcsl IPOEeKIUSIMUA OT
Pa3IUYHBIX CTBOJIOBBIX CTPYKTYP: CEPOTOHUHED-
ruyecKyre MpoeKIUu SIAep 1IBa MOAABISIOT TeTa-
pUTM, a DJlyTamMaTepruyeckue IMpOeKLWU saep
PETUKYJISIDHOI (popMallMu U o aMuUHepruye-
CKH€ MPOEKIWU W3 BEHTPAIbHOU TerMEeHTaslb-
HOM obsiactu ycunuparoT Teta-put™ [Kitchigina
et al., 1999; Kitchigina et al., 2003; Vertes, Koc-
sis, 1997; Vinogradova et al., 1999]. Bce at0 n0-
Ka3bIBAET, UTO TETA-PUTM — 3TO HE SMUPEHOMEH,
a BaXXHbBINU (PHU3MOJIOTMUECKU TIpoLIecC, 3aBUCS -
LU OT COXPAaHHOCTU CBSI3EU MEXTYy MHOTUMU
CTPYKTYypaMu MoO3ra, UMEIOIIUN (pru3noioruye-
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CKM€ ME€XaHU3MBbI peTylIsalu, U 6e3 reHepaluun
KOTOPOIro HapyllaioTcsl IpoliecChl 0Oyd4eHUs1 U
zamomuHanus [Colgin, 2013; Dragoi, Buzsaki,
2006; Wang et al., 2015; Wéjtowicz, Mozrzymas,
2015].
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MECHANISMS OF HIPPOCAMPAL THETA RHYTHM

I. E. Mysin*
Institute of theoretical and experimental Biophysics of RAS, Pushchino, Russia
#e-mail: imysin@mail.ru

Theta rhythm (4—12 Hz) plays a critical role in attention and memory, and hippocampus is involved
in these processes. In this review, we tried to systematize data on the mechanisms of generation of
theta rhythm and describe the brain structures involved in its formation and regulation. We also
tried to emphasize those aspects of theta rhythm generation that require additional research.

Keywords: medial septum (MS), field CAl, field CA3, entorhinal cortex, perforant path, Schaffer

collaterals

XYPHAJI BBICIIIEM HEPBHOWM JEATEIBHOCTU

ToM 70

Ne 3 2020




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (Adobe RGB \0501998\051)
  /CalCMYKProfile (Photoshop 5 Default CMYK)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize false
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness false
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages false
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages false
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages false
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile ()
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /BleedOffset [
        14.173230
        14.173230
        14.173230
        14.173230
      ]
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /ClipComplexRegions true
        /ConvertStrokesToOutlines false
        /ConvertTextToOutlines false
        /GradientResolution 300
        /LineArtTextResolution 1200
        /PresetName ([High Resolution])
        /PresetSelector /HighResolution
        /RasterVectorBalance 1
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MarksOffset 14.173230
      /MarksWeight 0.250000
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PageMarksFile /RomanDefault
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
    <<
      /AllowImageBreaks true
      /AllowTableBreaks true
      /ExpandPage false
      /HonorBaseURL true
      /HonorRolloverEffect false
      /IgnoreHTMLPageBreaks false
      /IncludeHeaderFooter false
      /MarginOffset [
        0
        0
        0
        0
      ]
      /MetadataAuthor ()
      /MetadataKeywords ()
      /MetadataSubject ()
      /MetadataTitle ()
      /MetricPageSize [
        0
        0
      ]
      /MetricUnit /inch
      /MobileCompatible 0
      /Namespace [
        (Adobe)
        (GoLive)
        (8.0)
      ]
      /OpenZoomToHTMLFontSize false
      /PageOrientation /Portrait
      /RemoveBackground false
      /ShrinkContent true
      /TreatColorsAs /MainMonitorColors
      /UseEmbeddedProfiles false
      /UseHTMLTitleAsMetadata true
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.000 842.000]
>> setpagedevice


