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TpeBo:XHBIC PACCTPOICTBA - 3TO IPynna ICUXHYECKHX 3a0oJieBaHMii, KaxkI0e U3 KOTOPbIX MMeeT CBOii HaGop
CHMIITOMOB, OJHAaKO 00uIeil 0cO0EHHOCTBIO ISl BeceX SIBJAsIETCS YYBCTBO CTPaxa, YacTo He CBS3aHHOIO ¢
KOHKpeTHO#l curyaumeii. K HacrosimieMy MOMEHTY BBISIBJI€HO MHOXKeCTBO (aKTOpPoB, 00yCJaBJIMBAIOLIMX
pa3BHTHe TPEBOKHBIX paccTpoiicTB. 3amycTUTh npouecc JOPMHUPOBAHUS PACCTPOIICTBA MOsKeT TPaBMHUpYyIolee
co0bITHE WJIM XPOHHYECKHMii cTpecc, 0CO0eHHO NMPH TeHeTH4YecKoii mpeapacmoJio:kenHocTu. Ilon BausTHHEM
cTpecca B HEPBHOM TKAaHU MOT'YT BO3HMKATh NaTOJI0THYeCKHe H3MEeHEeHHsI, TAKHe KaK NMOBbILIEHHAS IKCIPeccHsi
NPOBOCHAINTENBHBIX IHUTOKMHOB, OKHCIAWTENAbHBIH cTpecc MJIM H30BLITOYHBIH YpPOBeHb TIiyramara,
NPUBOASIIIMI K IKCAHTOTOKCHYHOCTH. PAKT yyacTHsl B aHKCHOTeHe3e THINOKAMIIA 1 MUH/IAJTUHBI He BbI3bIBAET
COMHEHHUSI, OJHAKO POJb IIHAJBHBIX KJIETOK, H B YACTHOCTH ACTPOLMTOB, B 3TOM IIpouecce 10 CHX IOp
o0cyskaaeTcss HAy4YHbIM coodmecTBoM. Ha ceroHsimIHuiA AeHb CyllecTBYeT HeMaJo padoT, paccMATPHBAIOLIMX
NaToJIOTHYecKHe M3MEHEHHMs] B aCTPOLMTAX THIINOKAMIIA, NMPOUCXOJAsSINMe NPH TPEBOXKHBIX COCTOSIHMAX, HO
TOJbKO HEIABHO HAYAJH NMPOBOJMTH HCCIEI0BAHMSA, Ye/sII0lIe BHUMAaHNe aHAJOTMYHBIM IpoueccaM B siApax
MHHJAJUHBI. B3anmojaeiicTBue 1 B3aHMOBJIMSIHUE 3THX CTPYKTYP, a TaKKe HANPABJIEHHOCTb M MEXaHH3M J3THX
BO3/leiicTBMI ABJIsIeTCS 00beKTOM HAYYHOI'0 HHTepeca M 00CYKIAeTCsl B HACTOsI1eM 0030pe.

KiroueBble ClloBa: TPEBOXKHOCTb, AaCTPOLUTBHI, THUMIOKAMI, MHHAAIMHA, IOCTTPaBMAaTHUECKOE CTPECCOBOE
paccrpoticto (ITTCP).
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Anxiety disorders are a group of mental illnesses, and each disorder has its own set of symptoms. However, a
common feature for all of them is fear, which often is not related to a specific situation. There are many factors,
which influence the development of anxiety disorders. The traumatic accident or chronic stress can trigger the
process of anxiety disorder, especially in case of genetic predisposition. Stress often results in pathologic changes
in the nervous tissue, such as high-level expression of pro-inflammatory cytokines, oxidative stress or high levels
of glutamate, which can lead to excitotoxicity. The fact that hippocampus and amygdala are involved in
anxiogenesis is well known, however the role of glial cells, and in particular astrocytes, is debated by scientific
community. There are many studies devoted to pathological alterations in hippocampal astrocytes during
anxiety disorders, however little is known about whether such changes occur in amygdala nuclei. The object of
this review is bidirectional interaction between hippocampus and amygdala during development of anxiety
disorders, with a special attention to astrocytes.
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Ocobennocmu acmpoenuu 6 Hopme u npu NAMoI02UU

ACTpPOIUTHI BBITIOIHSIIOT META0OIUYECKYIO, 3alUTHYI0 U TOMEOCTATHYECKYIO (YHKIIHH, a
TaK)K€ PacCMAaTPUBAIOTCS B KAdeCTBE OJHOW M3 KIFOUEBBIX JIETEPMHUHAHT HOPMAIBHOW PabOTHI
CHHANCOB. B YacTHOCTH, acTpOTJHalIbHBIE KIETKU SIBISIOTCS OydepoM s MHOTUX HOHOB U

obecrieunBalOT onTHUMajibHble KoHUeHTpanuu Ca2+, Cl-, H+, a Taxke peakTHBHbIX (hopMm



kucioposa (ROS). Actpornus moanepKuBaeT rnepeaaqy CUrHAJIOB MEXKy HEMpOHAaMH, YJacTBYS B
mporeccax BBICBOOOXKICHUS M 3axBaTa HEHpoTpaHcMUTTEpoB, Takux kak I'’AMK u rmyramar, a
KpOME TOTO, Y4acTBYET B CHHAINITOTEHE3€ MOCPEICTBOM CEKPEHUUH MHOTHX (PaKTOPOB, TAKHX Kak
XOJIECTEpUH, KOTOPbIN o0ecredrnBaeT HopMaiabHOE (QYHKIMOHUPOBAHUE CHUHANTUYECKUX MEMOpaH,
a TakkKe TPOMOOCTIOHAMHBI. ACTPOLUTHI TaKKe€ MOTYT PEryJIHpOBaTh IUIOTHOCTh CHHAIICOB.
Hanpumep, B rumnmokamne Opu OTCYTCTBUM acCTPOTJIHAJIBHBIX IPECHHANTHYECKHX OTPOCTKOB
CHUKAETCS IUIOTHOCTh JICGHAPUTHBIX INUNUKOB [1]. B HOpme acTpouuThl ceporo BeLIECTBa
TOJIOBHOTO MO3ra 00pa3yloT T'yCTyIO CETh HENepeKpbIBaloIIUXCs KiIeToK. [lpu 3ToM aucranbHbIe
KOHIIBI aCTPOIIMTAPHBIX OTPOCTKOB IMEPEIUICTAIOTCS JIPYr € JIpyroM, Qopmupys cyocrpar mis
o0pa3oBaHMs MIEIEBBIX KOHTAKTOB [1].

XapakTep HApyLIEHHW B HEPBHOM TKAHW, BO3HUKAIOIIMUX IPU PA3JIMYHBIX THUMAX TPABM
TOJIOBHOTO MO3T'a, KOTOPBIE YacTO CONPOBOXKIAIOTCS MPOLECCAaMU HEHMPOBOCHATIECHUS, OTPAXKAETCS
Ha acTpoluTapHOM mnpoduie. MHOrHEe aBTOPbI CXOASTCS BO MHEHUH, UYTO MPU HHAYKIUHU
HEepoBOCHAJIEHHs] Pa3HOW JTHUOJIOTHH BCE pazHOOOpaszue (OpM PEaKTUBHBIX acCTPOIUTOB MOXKHO
pa3zenuTh Ha 2 OCHOBHBIE Tpymmbl, «Al» U «A2». B yacTHOCTH, HEMPOBOCTIAIICHHE, BHI3BAHHOE
unbekiuenn nunononucaxapuga (JIIIC), mpuBogut k oOpazoBanuio (opmbl Al peakTUBHBIX
aCTpOILIMUTOB, a OKKIIO3WOHHas wumemus - ¢opmbl A2 [2]. Tpanckpuntomubiii aHamu3 Al-
PEaKTUBHBIX acCTPOLMTOB IOKa3aJl aKTUBALMI0O B HUX MHOIMX T'€HOB, B TOM 4HCJE (HaIpuMep,
KacKaJHbI€ TEHbl KOMILJIEMEHTA), Ybsl HKCIPECCHUS COIMPOBOXKIAET pa3pyllieHHe CHUHArcoB [3].
HanpoTtuB, wuHAayuupoBaHHble  umeMuend  A2-peakTUBHBIE  aCTPOLUTHI  IKCIPECCUPYIOT
Heifporpoduyeckre (GaKTopbl, KOTOpHIE CIOCOOCTBYIOT BOCCTAHOBJIEHHIO CHHANCOB, a TaKXke
BBDKUBAHUIO M pOCTY HEHpOHOB [4]. Takum o6pazom, Al (HEeHOTUTT MOKHO OXapaKTEPH30BaATh KaK
HEHPOTOKCUYECKHH, B TO BpeMsl Kak A2 - Kak HEMpONPOTEKTOPHBIM.

Mopdonoruueckne H3MEHEHHMs aCTPOLUTOB HMEIOT (DYHKIMOHAIBHOE 3HAYE€HUE JUIs
HEHpOH-TTIHAILHBIX M HEHpOH-HEeHpOHANbHBIX cBA3ei. Hampumep, ocmnabieHue crnocobHOCTH
acTpOLIMTOB K 3axBary TIJlyTaMara W3 CHHAaNTHYEeCKOM IIEJIM MOXET IPHUBECTH K
AKCAaHTOTOKCUYECKOMY Pa3pyIICHHUIO HEUPOHOB. J[pyruM BO3MOKHBIM MEXaHHU3MOM, IOCPEICTBOM
KOTOPOTr0 M3MEHEHHasi aKTMBHOCTb aCTPOLIMTOB MOJKET BbI3bIBATh (DYHKIIMOHAJIBHBIE HAPYIICHUS
HEHpOHAJIBHON aKTUBHOCTH, SBIsAETCS MpoAyKuus Helporpoduueckux ¢akropoB BDNF, NGF,
GDNF, yyacTByromux B peryjisiiud pocTa U MOIAEPKaHWU TJIACTUYHOCTA HEWPOHOB, a TAKKE B
perynauuu anonrto3a. Tak, HeWporpoduueckuil ¢akrop Mozra BDNF wurpaer BaxkHyio posib B
pEeMOIETTMPOBAHNN JCHIPUTOB KaK B THIINIOKaMIie, Tak U B Oa3onarepanbHoil MunianuHe (bJIM)
[1].

W3BecTHO, 4TO OOJIBLIIMHCTBO AaCTPOIIMTOB pearupyeT Ha TpaBMaTHUecKHe (akTopsl U
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kucioro Oenka (GFAP) - xmodeBoro Oenka mnurockenera [5]. Cunres GFAP moxer Ttaxke
PeryaupoBaTbcsl TIIOKOKOPTUKOUIAMH: BO3JICHCTBHE KOPTHKOCTEPOHA B TEUCHHE KaK KOPOTKOTO
(6-24 1), Tak ¥ TPOJOIDKUTENBHOTO (3 HEeleNn) epruoja B KYJIbType aCTPOLIUTOB KPBIC IPHBOAUT K
yBenueHuto yposHeii MPHK GFAP [6]. GFAP ywacto paccmaTpuBaroT Kak HaACKHbBIA MapKep AJIst
UICHTU(PUKAIIMH TIHAIBHBIX KJIETOK 3TOro Tuna [1], Ho CylecTBYIOT paboThl, MOKa3bIBAIOIINE, YTO
OTPOCTKH AacCTPOLMTOB, COJEpKalllMe JJaHHBIH OEJOK B KauyeCcTBE OCHOBHOIO KOMIIOHEHTa,
COCTaBIISIIOT OKOJO 15% oT obmero oobema actporutoB [7]. Takoe mpoTuBOpeure HaBOIUT Ha
MbIchb, 4T0 GFAP MoxeT ObITh HE caMbIM HAJEKHBIM MAapKEPOM PEaKTUBHOCTH aCTPOLUTOB, a
TaKK€ JaeT OCHOBaHHE MPEANOJIOKUTh, YTO PEAKTUBHOCTh AaCTPOIUTOB SBIISETCS BECbMa
HEOJIHOPOIHOM.

B HacTosmee BpeMs B KadyecTBE MAapKEpOB ACTPOLIUTOB HCIIOJIB3YIOTCA KaJbLUil-
ces3piBaromuii  6emok  S100B, Tpancmoprep riayramara-1 (GLT1), axBamopun-4 (AQP4),
koHHekcuH-43 (Cx43), xonnekcun-30 (Cx30) u uneH cemeiicTBa ampaerugaeruaporenasz-1 L1
(Aldh1L1). OmHako mpu UCHOJIB30BAaHUU ITUX MApPKEPOB MCCIICIOBATEIN CTAIKUBAIOTCSA C PSJIOM
npobsieM. Tak, GLT1 mmpoko HCIOJIb3yeTCsl M3-3a €r0 BBICOKOW IKCIIPECCHH U CICIM(PUIHOCTH B
aCTpPOILMTAX, IPHU 3TOM YPOBEHb IKCIPECCHHM CHIIBHO 3aBHCHUT OT (DYHKIHMOHAJILHOTO COCTOSHUS
KJIETOK, YTO OTPAaHMYHMBAET €r0 HCIIOJIb30BAHME KaK MapKepa B HCCIEIOBAHUSAX HEHPOMaTOIOTUI
[8]. beuto moxazano, yro SI100B mnpuUCyTCTBYeT B acTpOIUTaxX, HO O3TOT OCJIOK TaKXKe
AKCIIPECCUPYETCS  OJIMIOJEHApPOLMTaMU M MX HpenumectBeHHUKamMu [9]. OcoOblii  uHTEpec
npencrasiser Aldh1L1. Tak kak nokanu3zanus 0enka paBHOMEPHO pacrpesielieHa 1Mo BCeil KIeTKe,
3TO MO3BOJISIET WACHTUDHUIMPOBATH TENIO U OTpocTKU acTtpouuTa. Kpome Toro, AldhlL1 sBasercs
BBICOKOCTIEM(UYHBIM MapKepoM Juisl acTpouuToB. OKpallMBaHHE C HCIOJb30BAaHUEM aHTUTEN K
Aldhl1L1 u mapkepam Apyrux KJIETOK MO3ra MOKa3ayio, 4TO ITOT OEJOK HE SKCIPECCHPYETCS HU B
HeHpoHaX, HU B OJMTOJACHIPOLMTAX WIM B MX KJIETKaX-MpeIlIecCTBeHHUKaX. B 11e1oM 3Ty 1aHHbIe
xapaktepu3yioT AldhlL1 kak mone3HbIit Mapkep, crienuUIHBINA Ui aCTPOLIUTOB, KOTOPBIN MOKa
PEAKO MPUMEHSIETCS B UIMMYHOTMCTOXMMHUYECKUX MCCIIE0BaHUAX HEpBHOM Tkanu [10].

ACTpOLUTHI TOJIOBHOTO MO3ra IMpPEeJICTaBiSIOT COOOW TeTepOreHHYI0 MOMYJSALUI0 KIIETOK,
KOTOpass HEOJHOPOJHO MEHsSeTCs IMpH Pa3IMyHBIX IaTOJOTMYECKUX Mpoueccax. MccienoBanue
Mop(doToruueckux U3MEHEHHU acTPOTIINH B Pa3IMYHBIX CTPYKTypax MO3ra Mpe/CTaBIsieT HHTepec
IUIS. CPAaBHEHUST BO3MOYKHBIX MOJICKYJISIPHBIX MyTeH, 00ECTICUNBAIOIINX 3TH U3MEHEHHUS, YTO BaKHO
JUTS TIOHUMAaHMSI TaTOJIOTUYECKUX U PEeTapaTUBHBIX MPOIECCOB.

Ponv acmpoyumos cunnokamna u MUHOGIUHBL 8 PA3GUMUU U NOOOEPIHCAHUU MPEBOHCHBIX
paccmpoticms

[IcuxoHeBpoOJOTrnYecKre pacCTPONCTBA, TaKue KaK OOJbIIOE JEMPECCUBHOE PAaCCTPOMCTBO,

nmocTTpaBmMaTudeckoe crpeccoBoe pacctpoiictBo ([ITCP) u npyrue HeBpOTHYECKHE PACCTPOUCTBA,



COIPOBOXAAIOTCSI MATO(PU3UOTOTUUECKUMH M3MEHEHUSMU B PETMOHAX MO3Tra, pearupyroumx Ha
ctpecc. K HUM oTHOCSTCS MeauanbHas MpedpoHTAIbHAS KOpa, THIIIOKAMIT U MUH/IAJTMHA, KOTOPhIE
ObUIN OIpeJieNIeHbl KaK KPUTHYECKUE LEHTPBI JUIA Pa3sBUTHS HEPBHO-TICUXHUYECKUX PACCTPOMCTB.
MunaanuHa criequanu3upyercs Ha BOCOPUITUHA U 00paboTKe 3MOIMii, B TO BpeMsl KaK TUIIIOKaMIl
3a/IeCTBOBAaH B JICKJIAPATUBHOM M 3MU30MYECKOM MamsATH. Bo BpeMs SMOIIMOHAJIBHBIX PEaKLMi
3TH JIBe 00JaCTH MO3Tra B3aUMOJICHCTBYIOT MKy COOOM.

T'unnokamn

I'unmnokamIl - OlMH U3 PErMOHOB MO3ra, KOTOPBIA UI'PAaeT BaXXKHYIO POJIb B KOHCOJUJALUU
MaMATH, a TAKXKE CBSI3aH C Pa3BUTUEM MHOTHMX IICUXOIE€HHBIX PACCTPOMCTB, BKIIIOUAs JCTIPECCUIO U
[ITCP. ®ynkiumonansHo yetbipe obsactu runnokamma CAl, CA2, CA3, CA4 xapaKkTepu3yroT Kak
JIOMEH MaMsATH, MOTHBAIIMOHHOTO TMOBEACHUS ¥ SMOIIMOHAIBHON PETYIISLNH, a 3y0UaTylo U3BHIUHY
OTIPE/ICTISIOT KaK OCHOBHYIO 00JIacTh HeWporeHe3a BO B3pOciIOoM Mo3re muiekonutaroumx [11]. B
CepoM  BEIIeCTBE THUMNINOKamma  OOJIBIIMHCTBO  HEMUPAMHUIHBIX  HEHPOHOB  SBJISIOTCS
'’AMKepruueckuMi M OKa3bIBalOT TOPMO3HOE BIIMSHME HA XOJIMHEPIUYECKHE NUpPaMUHBIE
HelpoHsl [12].

CrpeccoBblie CTUMYJIbI BBI3BIBAIOT AKTUBALIUIO TUIIOTAIaMO-TUNIOhU3apHO-
HAAMOYEUHUKOBON OCH, YTO COMPOBOXKIAETCS BHIOPOCOM B KPOBOTOK KOPTHUKOUIHBIX TOPMOHOB.
Bnusinue crpecca Ha mamMsTh ONOCPEJOBAHO B TOM YMCJIE BIMSIHUEM KOPTHUKOWUJHBIX TOPMOHOB Ha
KJIETKM TUIIOKaMIla. BpUIO MOKa3aHO, YTO MPH BO3JAEHCTBUU TIIOKOKOPTUKOWUJOB HU3MEHSIOTCS
npoUIM KCHPECCUd MHOTHX T€HOB B HEHpOHAX THMIOKAMIIa, U 3TH H3MEHEHUS BO MHOTOM
COXPAHSIOTCS W IIOCJIE IPEKPALEHUS XPOHUYECKOro crpecca. HeBO3MOXHOCTH BO3BpaTa K
HCXOJHOMY YPOBHIO IKCIIPECCHUHU, BEPOSITHO, MPEACTABIAET COOON 3HIrpamMmy, BBIPAXKAIOILYIOCS B
pEaKTUBHOM ajantanuu K Oyayumum crpeccopam [ 13].

CrpeccoBoe BO3JeHCTBHE TakKe MPHUBOAUT K YMEHBIICHHIO 00BbEMa CEporo BeEIecTBa
TUMIOKAaMIIa BCIeACTBUE aTpoduu HEHPOHOB M MOAABICHUS MpoaylnupoBanust HOBEIX [11]. Takue
Mop(onoruueckue U3MEHEHUsI HaXOJAT CBOE OTpPaK€HUE B ANEKTPOPU3MOIOTMUECKUX PEAKIMSIX
HEpBHOW TKaHU: CHM)KAeTCs 10JIrOBpeMeHHas noreHuuanus. Kpome toro, 0p110 00HapykeHO, 4TO
00BEM TUMNIOKAMIA MOJIOKUTETFHO KOPPETUPYET ¢ KOJIMYECTBOM U pa3MepoM acTpouuTtoB [14].
Baxknas ponp B mMOANEp)KaHUM HOPMAIBHOTO (YHKIIMOHHUPOBAHHWS THIINOKAMIIa, a TakXke B
BBIBEICHUU €T0 U3 MaTOJOTUYECKOTO COCTOSIHUS MPUHAUIEKUT acTporiani. OCHOBaHUEM Ui 3TOTO
YTBEPKICHHUS CITYKUT TOT (haKT, YTO B THUIIOKAMIIE YHCJIO TOKPBITHIX aCTPOIMTaMHU CHHAIICOB
nocturaet 90% [1].

OHOKpaTHBIN NPOAOIKUTENBHBIA CTPECC BIUSAET HA MNIOTHOCTh ACTPOIJIMM B ’TOM PETHOHE
Mo3ra. MeTtogaMu UMMYHOTUCTOXHUMHH TTOKa3aHo, 4uTo npu crpecce y GFAP+ actporutoB coma u
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(bayopecleHIIMs ~ MPOTPECCHBHO  ociabeBaeT,  OOJBIIMHCTBO  aCTPOIMTOB  MPHOOpPETAET
BepeTeHooOpa3nyio ¢opmy. Takke ObUTO BBIsIBIEHO CHIDKeHHE TuioTHOcTH GFAP+ actpouuTtoB u
aTpodusi anuKaJbHBIX NECHAPUTOB B HeillpoHax CA3 rummokamiia, yMEHBIICHHE JUIMHBI M 4YHCIa
JNEHAPUTOB B HelipoHax u3 obnactu CAl u 3y04aToi M3BWIMHBI. JTH PE3YJIbTAThl YKa3bIBAIOT Ha
TO, YTO AaCTPOLMUTHl U HEUPOHBI MOTYT M3MEHATHCA OIHOBPEMEHHO [UISi ONTUMU3AINU
B3aUMOJICHCTBUSL M aJamnTalluud K CTpeccoBbIM ycnoBusM [14]. XpoHudeckuil couuaibHbIM, WK
HEIpEACKa3yeMbli, CTPECC Yy TPbI3YHOB TaKXe€ MPUBOJUT K CHUXKEHUIO KoiudectBa GFAP+
acTpOLMTOB B rumnmnokamme [15], 4To KoppeaupyeTr cO CHUKEHHBIM METa0OJM3MOM TIHAJIbHBIX
kietok [16]. DT u Jpyrue JaHHBIE MO3BOJAIOT IpEAINojararb, 4YTO pa3HbIe MPOTOKOJIBI
CTPECCUPOBAHUS MPUBOJIAT K MPUHIUIIUAIBHO CXOJHBIM U3MEHEHUSIM aCTPOTJIUU.

MMMyHOTMCTOXMMHMUYECKHE JIaHHBIE IOKa3bIBalOT, uTo 3Kcnpeccuss GFAP+ rimanbHbIX
KJIETOK B THIIIIOKAaMIIe CHUKAETCS CO BPEMEHEM I0CIie CTpecca, YTO, Kak TOBOPUIIOCH BBIIIE, MOXKET
CBUJCTEIHCTBOBATh O HAPYIIEHUU METa0O0JIM3Ma acTPOLMTOB U, BEPOATHO, UX JajbHeiIeld rudoenu
[17]. Ho HexoTOpble (pakTOphI CIIOCOOHBI MOBIUATH HA 3TOT mporiecc. Tak, Obu1o 00HAPYXKEHO, YTO
BBeneHue (Qakropa pocta (ubpodmacroB-2 (FGF2), xoTopelii peryaupyer TIUAIBHYIO
g GepeHIUPOBKY, CHOCOOCTBYET AKTHUBALIMM ACTPOTJIMM W CMATYaeT BIMSHHE OJIHOKPATHOTO
MIPOJOIKUTENHFHOTO CTpecca Ha BOSHUKHOBEHUE cTpaxa U OecloKoicTBa y )KUBOTHBIX [18].

PasuBaromuiics Ha (oHe cTpecca UEHTpPAIbHBIA HEHMPOBOCHANUTEIBHBIH OTBET U
YCUJIEHHAs! IEHTpaJIbHasi CEHCUOMIN3aUsl BbI3bIBAIOT AUCPETYIIALNI0O HEMPOHOB U aCTPOLUTOB, YTO
MOKET UTpaTh CYHIECTBEHHYIO POJb B CHHAPOMAX XPOHMUYECKOH OO0JH, KOTOphIC, KaK H3BECTHO,
conyrcTByroT IITCP.

Munoanuna

MuHnpaniHa — 3TO CTPYKTypa, KOTOPOM JaBHO OTBOAMTCA KJIHOYEBass pOjib B
SMOIIMOHAJIBHBIX PEaKLUMsIX, B TOM YHUCIE pEaKUUU cTpaxa U TpeBord. OHa y4yacTBYyeT B
OoOHapyXKeHUH yTrPO3bl UHIUBUIOM, OOYYEHHH CTPaxy, BRIPAXKEHUU CTpaxa U YCHIIEHUHU MaMsITH 00
SMOLIMOHANBHBIX  COOBITHSIX. MMHIANMHA COCTOMT W3  HECKOJBbKUX  sJiep, BKIouas
0azonaTepaibHbI KOMIUIEKC, SApa KOPbl, MEAUAIIbHOE SAPO U LHEeHTpaidbHoe Aapo. Kaxaoe u3 atux
SAep CBA3aHO C pa3IUYHBIMU OONAacTAMH MO3Ta W C JPYTUMH SIpaMH MUHIAIWHBIL.
bazonarepanbHoe SAPO CONEPKUT MHOMKECTBO TIIIyTaMaTepPrUueCKUX HEUPOHOB U SIBIAETCA
OCHOBHOM BXOJHOW CTPYKTYpOH MHHJAIMHBI, TOJdydas MYJIbTUMOJAIbHYI0 CEHCOPHYIO
uHpopManMio OT Tajmamyca M Kopbl. lleHTpanbHOE sSIpO  COAEPKUT  OOJIBIIMHCTBO
'’AMKeprudecknx MpOCHHUPYIOIMIUX HEUPOHOB M MOXKET OBITh pa3IeNieHO Ha JaTepalbHOE
LIEHTPAJIbHOE U MEJUAIBHOE IIEHTpPaIbHOE sApa. MennaabHOE LEHTPAIBHOE SIpO, MOJIydarollee
BO30Y)KJaloIMe U HMHTHOMPYIOIIKME BXOJHBbIE CHUTHAIBI OT 0a30/1aTepalibHOrO M JaTepalibHOTO
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TUIIOTaJaMyC JUIsi KOHTPOJSL BETeTaTHUBHBIX M MOTOPHBIX peakiui [19]. dapmakonoruueckue
MCCIIEIOBAHMSI TPEATNONaraioT, YTO aKTUBalUs 0a30JaTepaabHOro, HEHTPATbHOTO U MEIUATBEHOTO
Sqep SABISAETCS aHKCHMOTEHHOMW, TOTJa KaK MX MHTHOMpOBAHME SBISIETCS aHKcHOIUTHUecKuM [20;
21].

W3ydeHue cTpaxa Ha KUBOTHBIX MOJEISAX MPHUBENIO K MPEANOI0KEHHUIO, YTO AUCPYHKIINS B
JESITEeIbHOCTH MUHIAIUHBI SBISIETCS OOIIeW Ui pa3iiMyHBbIX TPEBOXKHBIX paccTpoicTB. OpHAKO
KJIETOYHBIE U MOJIEKYJIIPHBIE MEXaHM3Mbl Pa3BUTHUS NATOJIOTMYECKUX TPEBOXKHBIX COCTOSHUHN 10
CUX IIOp OCTArOTCS HE SCHBIMU. B MCCle10BaHUsX, MPOBECHHBIX KAK HA MBIIIAX, TAK U HA JIFOJISX,
OTMEYAETCs CBSI3b MEXAY IOBBIILICHHBIM YPOBHEM CTpaxa, Ype3MEpPHOM peakIMell Ha CTpecCc U
MEHBIINM O00BEMOM MUHIAIMHBL. MeTaaHanmu3 Ha BbIOOpKe W3 11 wccnemoBaHWi TOKa3am
CHIDKEHHE 00beMa JIeBOM MUHIAIMHBI y B3pocibix Jroaei ¢ [ITCP, B ornuumre OT KOHTPOJIBHBIX
IPYIIl 3J0POBbIX UCHBITYeMbIX. Hapsay ¢ 3TUM CyllecTByeT TEOpeTHYEeCKass MOAEIb, COIJIacHO
KOTOPOM MEHbIIUI 00beM MUHAAIMHBI co3/aeT puck pa3sutus IITCP, a He sBnsercs pe3yabTaTroMm
camoii Oone3nu. OpHako B Jpyrux paboTax OBUIO MOKa3aHO, YTO IIOBBIIICHHBIM YpPOBEHBb
KOPTUKOCTEPOHA, COMPOBOXKIAIOMIMK PEAaKIHI0 Ha CTpPecCc, NPUBOAUT K YBEIHMYEHHUIO O0beMa
MUHAAIUHEI [22; 23].

HccnenoBanusi ¢ HCHOJIb30BaHUEM (YHKIIMOHATBHOM HEWPOBHU3yalH3alluu TOKa3ald
YBEJIMUEHHYIO aKTHUBAL[MI0 MUHIAJIMHBI B OTBET Ha CBSI3aHHBIE C TPaBMOM CTUMYIbI (Hampumep,
dororpaduu, 3anmaxum, 3ByKH) [24], a Taxke oOmIEE CTUMYJBl (HampuUMep, HMCIYTaHHOE WU
yrpoXKarolllee BbIpaXKEHHWE JIMLA, SMOLMOHaNIbHBIE (ororpaduu) y mnauueHtoB c¢ IITCP mo
CPaBHEHHIO C KOHTpOJIbHOM rpynmnoi. Kpome TOro, aHajgoruysHas peakuus MWHIAJIWHbI
HaO/olaeTcsl NpHU TEHEPATM30BaHHOM TPEBOXKHOM PAacCTPOWCTBE, COIMAIILHOM TPEBOKHOM
paccTpoiicTBE M TAaHMYECKOM paccTpoictBe. HecmoTpss Ha Oosbllioe KOJIHYECTBO pPadoT,
JEMOHCTPHUPYIOIUX Pa3sHUIy B aKTMBHOCTM MUHAAIMHBI y rpynn ucnbeityembix ¢ IITCP u Ges,
CYILLECTBYIOT UCCIICIOBAHUSI, TI€ TAKOBBIC Pa3lInyKs 3aMeUeHbI He ObuTH [25-27].

B cocrosHuu mokos MHUHAAIMHA HAXOAMUTCS MOJ HHruoupyromum kKoHTposnem ['AMK,
KOTOpBIM  CHOCOOCTBYET YCTOWYMBOCTH OpraHM3Ma K pasjiMyHbIM  (PU3HOJOTUYECKUM U
JKOJIOTMUECKHM  CTpeccopaM. [MNEpakTMBHOCT, M  TUIEPYYBCTBUTEIBHOCTh MUHIAIWHBI,
BBI3BAHHBIE CTPECCOM, BCETIA COITPOBOXKAAIOTCSA CHATHEM TOPMO3HOTO KOHTPOJIs [28].

YyBCTBUTENBHOCTh U aKTHUBAIMS MHUHJAIMHBI TAaK)K€ CBSI3aHBI C aKTUBAllMEW THIIOTalaMo-
runopuzapuo-nagnoueunukoBod (I'TH) ocu u mnoBbIIEHMEM YPOBHS  IUPKYIHPYIOIIMX
TJIIOKOKOPTUKOUI0B. 11 HAao0OpOT, BIUSHHME YCHIIEHHOW AaKTHBALlMM MHUHIAIUHBI MOXXET OBITh
IpUYrHON noBblIeHHON akTUBHOCTU ['TH-ocu [29]. T'nmoKOKOpTHKOUABI MOBBILIAIOT AKTUBHOCTH

HEWpPOHOB B 0asojaTepallbHOW MHHJAIWHE W aKTUBUPYIOT BBIPAOOTKY W BBICBOOOXKIIEHHE



KopTukoTpornuH-puin3unr-gakropa (CRF) B mentpanmbHoM sape munpanuasl [30]. BBenenwue
KOPTUKOCTEPOHA B LIEHTPAIILHOE SJPO MOBBIIIAET YPOBEHb OecrokoiicTBa y Kpbic [31].

MHorouuciaeHHble JaHHbIE CBUJETEIBCTBYIOT O TOM, YTO OCTPbIE M XPOHUYECKHE
CTpeccopbl UHIYLHUPYIOT paziudHble (GOPMBI CTPYKTYPHOH M (PYHKIIMOHAIBHOW IUIACTUYHOCTH B
MUHJQJIMHE, YTO B KOHEYHOM WTOT€ MPHUBOJUT K YCHUJIICHHIO CIMHOTEHe3a TJIaBHBIX HEHPOHOB U
JUTITEIbHOMY ~ YBEJIMYEHHUIO  BO30YJMMOCTH  OCHOBHBIX  TIJIyTaMaTepPrU4ecKUX  HEHPOHOB
0azonarepa’dbHONM MHUHAAIMHBI, YaCTHYHO 33 CUET YMEHBUICHHWS HWHTHOMPYIOUIEH TIepenadyn
curHasioB 'TAMK [32]. Tlpeanosaraercsi, 4To 3TO M3MEHEHHE OanaHca MEXAY TOPMOXKEHUEM H
BO30Y>KJCHHEM 00€ecleynBaeT MEXaHUCTHUECKYI0 OCHOBY [UIsl TUIEPAKTUBHOW MUHIAIWHBI,
KOTOpasi, B CBOIO 04epe/ib, CIOCOOCTBYeT pa3BuTuio cumntoMoB [1TCP.

3HaYUTENbHOE YUCIO 0030pPOB M HCCIICAOBAHUI IMOCBSIIEHO HEHMPOHHOW IUIACTHYHOCTH B
MUHJAJIEBUTHOM Te€J€ U TOPMOHANBHOM peryisiuu. HecoMHEeHHO, MCClieJOBaHHE TMIACTUYHOCTU
HEHPOHOB B MHHJAIHMHE, OyIb TO B KOHTEKCT€ TOPMOHOB HIIM JIOJITOBPEMEHHOW MOTEHIIMAIINH,
3HAYUTEIBHO PACIIMPWIIO MIOHUMaHUE (PYHKIIMH 3TOTO pernoHa. B oTnmume oT runmokama, Maio
U3BECTHO O BIMSHUM CTpPECCAa Ha acTpOLUTHl B MuHAanuHe. Ho TeM He MeHee HEKOTOpbIE JJaHHBIE
yOeqUTeNbHO CBUACTEILCTBYIOT 00 Yy4YacTHHM TIHAIbHBIX (YHKIMA B TUIACTUYHOCTH ITOMN
CTpYKTYyphl. BbII0 00Hapy>keHO, 4yTO MeTaboIuvecKas aKTUBHOCTh AaCTPOLIUTOB, M3MEPEHHAs B
obmactu Ga3oyaTepalibHBIX SJIEp MUHIAIMHBL, HeoOXxoauma Uit (POPMUPOBAHHS MAMSITH O CTpaxe.
B 10 e Bpems Obuto OOHApyKeHO, YTO (HOPMUPOBAHHE CTpaxa MOXKET BBI3BATH CTPYKTYPHYIO
IUTACTUYHOCTh B aCTPOIMTAX, KOTOPbIE YMEHBIIIAIOTCS B 00bEME, a 3aTeM BO3BPALIAIOTCS K HOpME
yepe3 24 4Jaca 1ocie CTpECCOBOr0 BO3AEHCTBUS, MOATBEPKAAs NIPEATIONO0KEHUE, YTO YMEHBIICHNUE
0o0beMa acTpOIMTOB CIIOCOOCTBYET (POPMUPOBAHUIO MaMTH O cTpaxe [33].

B onHoil u3 pabor ObUIO MOKa3aHO 3HAYUTENBHOE CHI)KEHHE SKCIPECCHH MapKepoB
actpornun GFAP u S100B B MUHIaNIMHE KPbIC ¢ HHAYLIUPOBAHHBIM XPOHUUYECKUM cTpeccoM [34].
Be1zBanHoe ctpeccoM cHmxeHue skcnpeccun GFAP B acTpomurax MoXeT ObITh CBSI3aHO C MX
nepecTpoiikoii [35]. Pe3ynbTaThl BecTepH-OJOTTHHTA TTOKA3aJIU, YTO MOJAOOHBIN CABUT MOXKET OBITH
00ycIoBJIeH 100 YMEHBUIEHHEM KOJUYECTBA KIIETOK, JIMOO CHUKEHHEM IMPOIYKIIMH 3TUX OElIKOB
(GFAP wumum S1008) 6e3 wu3MeHeHHMs] KOJNIMYECTBA KIETOK B MuHAanuHe. OJHAKO JaHHbBIE
MMMYHOTUCTOXMMHUHM TOBOPAT B TOJb3y YyMeHblleHHs konndectBa GFAP+ wumum  S1008+
aCTPOIIMTOB, YTO OMOCPEAYET MOSABIEHUE MOBEIEHYECKMX N3MEHEHUH, CBSI3aHHBIX C XPOHUYECKUM
ctpeccom [34].

MexaHu3MBbl, y4YacTBYIOIIME B IIEPECTPOMKE acCTPOLMUTOB, BO3MOXHO, BKJIIOYAIOT
aCTPOLIMTAPHYIO CMEpPTh, TaKyl0 KaK HEKpPO3 WM alonTo3. AIONTO3 SBIAETCS YETKO
pPETryJIUpyEeMbIM TPOIIECCOM, BBI3BIBAIOIIMM THOens KieTok. Coolmanoch, 4TO MOBBIINICHHAS

skcnpeccus ctpecc-mapkepoB (GRP78, CHOP u kacmaza 12) akTUBHpYeT amomTo3 acTPOIMTOB



[36]. bpimo oOHapy»X)eHO, YTO XPOHHUYECKHU CTPECC MOXKET yBeau4mBaTh dKcmpeccuto GRP78,
CHOP u kacmassl 12. bosee TOro, XpoOHHYECKHI CTpecC YCWIMBAJ alolTo3 B MUHIAIUHE.
YnomsinyTas paboTa MoKa3bIBaeT, YTO BO3/ICHCTBHE XPOHUYECKOTO CTPECCA BHI3HIBACT YMECHBIIICHHE
Yyycia aCTPOIMTOB B MUHIalIMHE [34].

Takum o0Opa3oM, ujges O TOM, YTO acTporyivs B OOJAcTU sA€p MHUHJAIMHBI WUIPAeT
CYLUIECTBEHHYIO pOJIb B Pa3BUTHUM NATOJOTMYECKUX COCTOSHUM, B TOM YHCJIE COCTOSIHUS
TPEBOKHOCTH, HAXOIUT BCE OOJbIIE IMOATBEPKACHUN B pE3yNbTaTaxX HAYYHBIX HCCIICIOBAHUIM.
[TockoabKy HpHU TPEBOXKHBIX COCTOSHUSX M3MEHEHUS 3aTparuBalOT U MUHIAIMHY, M THIIOKAaMII,
0OJBIION WHTEpeC A TMOHUMAHUS MEXaHU3MOB pAa3BUTUS OSTHUX MATOJOTUH MpEeACTaBIsET
B3aUMOJICICTBUE MEXKIY ITUMH CTPYKTYPaMH.

Bzaumocssnzb medncdy cunnokamnom u MUHOAIUHOU

Y nropeil ¥ NpUMATOB MHHJAJICBUAHBIN SACPHBIM KOMIUIEKC U OOJIACTh THIIOKaMIIa
pacrnosiararotcsl B epeiHeil 4acTu MeIUAIbHONM BUCOYHOM J0JIM, MUH/IAJIMHA PACIIONIOKEHa MPSIMO
nepeJl TUMIMOKAMIIOM. Y T'PbI3YHOB U IPYIMX MJIEKONMTAIOIIUX C MEHEE Pa3BUTHIM HEOKOPTEKCOM
O0HapyKUBAETCs aHAIOTUYHOE COTIOCTABIICHUE B KayAaJbHON YaCTH MOIYIIAPUN TOJIOBHOTO MO3Ta.
Y BcexX HCCIEeNOBaHHBIX BHUAOB CBSA3b MHHIAIMHBI C OOJACTHIO THINOKAMIIa OYEHb CIIOXKHA,
BKJIIOYAsl OTHOIIECHHUS MEXAY JAUCKPETHBIMU SAPAMH MUHIAIMHBL C PA3JIMYHBIMU CIIOSIMHU
THITITOKAMITa/TIaparuImoKaMIia, KOTOPhIe BEBICOKO OPTaHW30BaHbl TOMOTPA()UIECKH.

[lpoeknuu OT saep MHUHIAIUHBI K OOJIACTSM THIIMOKAMIIA B 3HAYHUTEILHOW CTENCHH
OTBEUAIOT B3aUMHBIM MPOEKLUAM OONacTel runmnokammna Ha MUHJIAIUHY. [TockonbKy Kaxaoe sapo
MUH/JIQJIMHBI TO0JTy4aeT KOHBEPIeHTHBbIE BXOIHBIE CHUTHAJBl OT XapaKTEpHOro Habopa obiactei
CEHCOPHOM accOLMallUU U sIep TajlaMyca, a TaKKe MMeET Habop BHYTPEHHHUX CBS3€H C JIpyruMu
aIpaMH KOMIUIEKCa, KaXJ10€ AP0 MHUHJAJIEBUJIHOTO Teja, MO-BUAMMOMY, MepedaeT pa3InyHyIo
MH(OpMaIIHIO CBOUM IIeJIsIM B 00J1acTH runmnokammna [37].

CooTBeTCTBYIOIIME MPOEKIUH OT THUMIMOKaMMNadbHONH (opMaly K MHUHIAIMHE OTXOIAT
uckimountenbHo u3 CAl u cyOukynyma. Het cBenenmii o Kakux-1m00 mpoeKIUsIX B MUHIAJIMHY OT
CA3 umun CA2. Bonee toro, BxonHble AaHHble oT CAl u cyOuKynymMa MOCTYyNalmT TOJIBKO M3
BEHTPAJIbHOM YacTH cyOuMKyinyma M cMexHbIX yactel CAl. Dta BeHTpasjbHas 4acTh TMIIOKaMIIa
IPBI3YHOB, KOTOpas COOTBETCTBYET IIEPEJHEN YacTH THUIIOKaMIla IPUMAaToB, B OCHOBHOM
y4acTBYET B peakIUsiX Ha cTpecc, sMouusx u addexrax, Torna Kak AOPCATbHBIM THIIMOKAMII,
KOTOpBIM COOTBETCTBYET 3aJHEM YacTW TUIIOKamIa IPUMAaToB, BBIIOJHAET B OCHOBHOM
KOTHUTHBHBbIE (GYyHKUMU [38]. BeHTpanpHbIi CyOMKYJIyM HMEET IIHPOKHE NPOEKIHH Ha
6a3onarepaibHbIe pa, KOPKOBBIE sI/Ipa U MEepeHUE YaCTH MEeIMAIBHOTO pa MUHIAIUHBI [39].

3yOuarasi U3BWIMHA HE IOJIy4aeT MpsSMble BXOJHBIE CHUTHAIbl OT MUHJAIWHBI U HE HUMEET

NpsIMBIX TpoeKuuid Ha MuHAanuHy. [loaToMy Bes mepenada MHGOpMAUU MEXAY 3TUMU JIBYMS



CTPYKTypaMHu sBJIsleTCS KOCBEHHOH. OpHako TOT (aKkT, 4YTO HMHBEKLHMH BO30YXIAIOIINX
AMMHOKHMCIIOT B MHHJAIUHY WJIM DJJIEKTPUUYECKass CTUMYJsinusi e€ 0OazonaTepanbHbIX —sep
MHAYIHUPYIOT 3KcIpeccuio c-fos B 3y0uaToll M3BHIIMHE THINIIOKAMIIA, SICHO YKa3bIBAaeT Ha TO, YTO
KocBeHHbIe TyTH cyuiecTBylOT [40]. Hecmotpst Ha To uto CA3 u CA2 He maroT NpoeKUUi Ha
MUHAQIUHY, TemMnopaiibHbie yacTu CA3 u CA2 noiy4daroT NPOEKIIMU OT MUHIAJIUHBI.

B cooTBeTcTBUM € rUnoTe30i O TOM, YTO FMIEPAKTUBHOCTh MMHJAIMHBI JEKUT B OCHOBE
TpeBOTH, OBUIO IOKa3aHO, 4YTO (OoTOAKTUBALMs IN VIVO CHHANcoB 0a3ojaTepalbHOrO sijpa
MUHJQINHBI W BeHTpainbHOM dYactTh CAl runmoxkamma 3HA4YMTEIbHO YCWIMBAET IOBEICHHUE,
CBSI3aHHOE C TPEBOroW, B TO BpeMs Kak (OTOMHIMOMPOBAHUE BBI3BIBACT CUJIbHBIC
ankcuonutuueckue  3ddexrer.  [myramarepruyeckue — Bo3OyKIamoIiue — MPOEKIUU  OT
0azonaTepaabHOrO SApa MUHAAIUHBI A0 BeHTpaidbHOUW wyacth CAl rummokamiia AOCTATOYHBI IS
orocpenioBaHus TpeBoru. Takum o60pa3zoMm, BeHTpanbHas oOmacte CAl sBisgercs BaxHOH
AHKCHOT'€HHOW HUCXOJIAIIEN MUILIEHBIO JUIsl 6a30aTepabHOIO SApa MUHIAIUHBI.

['mnepakTuBHAS MHUHIAIMHA MOXET OBITh YacThI0 MaTO(GHU3MOIOTHYECKOTO IpoIecca,
KOTOPBIM BBI3BIBAECT WJIM IMOAJEPKUBAET cUMINTOMBI, 1oao0Hble [ITCP, Hanpumep cBsi3aHHbBIE C
TPYAHOCTSAMHU B MoOWIM3aluu obnacteil Mo3ra, ocnalisioluMU peakuuo crpaxa. OCHOBBIBAsCh
Ha HCCJICJOBAaHMSIX HA JKUBOTHBIX, KOTOPbIE IIOKa3bIBalOT, 4YTO MUHAAJIWHA PETYJIUPYETCs
KOHTEKCTOM CTHUMYJIa, CBS3aHHOI'O CO CTPaXxOM, IPEIIOJIOKUTEIBHO MOCPEACTBOM IMPOEKINN U3
THIIIOKAMITa, HeTIpaBIiIbHast 00paboTka nH(pOpPMAIMK B THIIIIOKAMITE TIPU pa3IHueHIH 0e3011acHOTO
U ONACHOTO KOHTEKCTOB MorJla Obl 4acTUYHO OOBACHUTH, moyemy mnanueHtsl ¢ IITCP umeror
IIPEYBEIMYEHHYIO PEAKLUI0 Ha TPUITEPHI, CBSI3aHHBIE C TPaBMOM. XOTs CTENEHb, IIPU KOTOPOM
TakMe HEJOCTaTKU B 00pabOTKe CBs3aHbl C pa3MEpoOM THMNOKamna U (OpMOM JEHAPUTHOTO
CIUIETEHUSI, HEU3BECTHA, TaKOE€ I[OCPEJHUYECTBO BO3MOXKHO. Takke CyIEeCcTBYIOT paloThl,
MIOKA3bIBAIOLINE, YTO OCTpasl JIEKTPUYECKAss CTUMYJISLMS MUHAAJIUMHBI YCUIMBAET HEHPOTEHE3 B
runmnokamre [41; 42].

HccnenoBanusi ¢ UCHOIb30BAaHUEM PA3JIMYHBIX (OPM CTpecca MOKa3add, YTO MUpPaMUIHbIE
HEHPOHBI B TMNIOKAMIIE ITOABEPTalOTCs JEHAPUTHONW aTpouu HapsAIy C YMEHbIIEHHUEM TUIOTHOCTU
JIEHIPUTHBIX IIUOHKOB. B TO ’ke Bpems HeWpoHbl B 0a3zoyiaTepalbHOM sipe MHHIATUHbBI
MOJIBEPratoTcs JEHAPUTHOM TUmepTpopuu Hapsay C YBEIMYEHHUEM IIJIOTHOCTH JEHAPUTHBIX
munukoB [43]. @usnonorndeckue W MOJEKYJIsSpHble U3MEPEHUS CHHANTUYECKOM MIaCTUYHOCTH
TaK)Xe JeMOHCTPUPYIOT KOHTPACTHBIE OCOOEHHOCTH B 3TUX JBYX 001acTax mMosra [44].

Crpecc, KOTOpBI BBI3BIBAET IMPOTUBOMOJIOKHBIE (OPMBI IUIACTUYHOCTH B HEHpOHAX
TUIIIOKaMIIa ¥ MUHIAJIUHBI, TaKXKe OKa3biBaeT Au(pdepeHIupoBaHHOE BO3JEHCTBUE HA aCTPOLIUTHI
B 3THX JIByX CTpyKTypax mo3sra. IlosiBisercs Bce Ooiblie JaHHBIX 00 3HIOKPHUHOJIOTHYECKHX U

@HSI/IOHOFI/I‘—IGCKI/IX U3MCHCHUAX B I'MIIIIOKaMII€ 1 MUHJAJIMHE Ha (I)OHG cTpecca. TaK, TIOBBIIIICHHBIC



YPOBHM TJIFOKOKOPTHUKOUIOB M IIIyTaMara, MO-BUJIMMOMY, SIBIISIFOTCSI OJHUMH W3 CaMbIX pPaHHUX
M3MEHEHHI, BBI3BAaHHBIX CTPECCOM, KOTOpPBHIC SBISIOTCS CHUCTEMHBIMH M CXOJHBIMH B 00€HX
o0yacTsiX Mo3ra cooTBeTCTBeHHO [45]. Tem He MeHee HEHpOHaNbHAs IJIACTUYHOCTH B ATHX ABYX
o0nacTax OOHapy>KMBaeT pa3Hble MOJENIM, HECMOTPS Ha TO 4YTO HUMEET OOIIHe 4YepThl CBOETro
poucxoxaeHus. lccnenoBaHuss OCHOBHBIX MEXAaHHM3MOB, NPHUBOJSAIIMX K 3TUM KOHTPACTHBIM
MOJIEJISIM, COCPEIOTOYCHBI B OCHOBHOM Ha (PM3HOJIOTMYECKMX M OMOXMMHUYECKHMX Ipoleccax B
HEHWpOHaX.

ACTpOLIUTBl TAKXE PACHOJArat0T BO3MOXKHOCTSAMHU JUISI ONOCPENOBAaHUS HEKOTOPBIX
HaYyallbHBIX peakuuii Ha crpecc. Hampumep, kierounble 3()(EeKThl TIIOKOKOPTHUKOUIIOB HE
OTrPaHUYMBAIOTCS TOJBKO HEMPOHAMM: PELENTOPHI K KOPTUKOCTEPOHY TaKKe 3KCIPECCUPYIOTCS Ha
aCTPOIMTAaX B Pa3jIMYHBIX 00JacTsX Mosra Kpeic [46]. CucTeMHOE BBEIEHHE KOPTHUKOCTEpOHA
KpbicaM cHMkaetT s3kcrpeccuto GFAP B acTpouuTax rumnmnokamiia U KOpbl, 4TO, B CBOIO O4Y€pElb,
BIUSIET Ha OOpaTHBIM 3axBaT riiyramara actpouutamu [47]. Kpome Toro, moctMopranbHbIE
UCCIIEIOBaHMsI TKAHM MO3ra IAallMEeHTOB € OOJIBIIUM JIEIPECCUBHBIM PacCTPOMCTBOM BBISBUIIN
MOBBILIECHHBIE YPOBHHU 3KCIPECCUM TIIIOKOKOPTUKOUJHBIX penentopoB B GFAP+ acrpouurax B
MUHJaJIuHE [46]. OTU HcceqoBaHus YKa3bIBAIOT HA KIIIOUEBYIO POJb, KOTOPYIO UIPAET BBI3BAaHHOE
CTPECCOM NOBBILICHUE YPOBHS KOPTUKOCTEPOHA B MHULMHUPOBAHUU CTPYKTYPHOU PEOPraHU3aLUU
acCTPOLIMTOB M BIMSHUM HAa MEXaHU3M OOpaTHOTO 3axBara riiyramara acTpouutamu. M3meHeHHas
JKCIIpECCUsI U aKTUBHOCTh MEPEHOCUYMKOB IIlyTamara, MpUCyTCTBYyromUX B actpouurtax (GLT-1 u
GLAST), sBnsercss KJIIOYEBBIM (PAKTOPOM, JIEKAIUM B OCHOBE MAaTO(PU3UOJIOTMU HEKOTOPBIX
HEPBHBIX pPacCTpOMCTB [48].

Bcé Oombliee umcino uccienoBaHUil OOHapy)KMBAaeT HAJUYME [BYHAIPABICHHOW CBSA3HU
MEXJy HEHPOHAIIbHONW AKTUBHOCTBIO M CTPYKTYPHOM IIJACTUYHOCTBIO aCTPOLMTOB. bbICTpBIE
CTPYKTYpHBIE TIEPECTPOMKHM TOHKHMX AaCTPOLUTApHBIX OTPOCTKOB IPOMCXOAAT BO BpeEMs
JOJNTOBPEMEHHOM MoOTeHIManuu B runmnokammne [49]. IlokpeiTne acTpouuTamMu CHHAIICOB B
MUHJIaJIUHE TaK)Ke MPETEpPIIeBaeT pe3Koe CHIbKeHHE nmpu popmupoBanuu crpaxa [S0].

B omHmoM W3 HEmaBHUX  HCCIAEIOBAHHMM  OBUIO  IOKa3aHO, YTO  2-4acOBOM
MMMOOMIN3AIMOHHBIA CTpecC 3alyckaeT aKTUBAI[MIO0 CHHTE3a OEJIKOB Kak B HeMpoHax, Tak U B
acTpouuTax. HaOmonanoch ycuiieHHe TpaHCISLMM B HeWpoHax pgopcanbHOM obmactu CA3
rUNMnokaMna M Oa3osaTrepalbHOM sape MUHAANUHBL depe3 1 vac mocie crpecca. Ob0e obmactu
MPOJIEMOHCTPUPOBAIM TPOTUBOMNOJIOKHBIE BpeMeHHble Npoduian OEIKOBOM 3SKCIpeccHH. ITO
NEePBOHAYAIILHOE YBEJIMUEHHE COXPAaHSIOCh B 0a3ojarepalbHOM siipe MUHAAIMHBI 710 10 nHeil
nocie crpecca. Hamporus, Tpancisanus B HelipoHax CA3 MOCTENEHHO CHUKAJIach 0 YPOBHS HUXKE

KoHTposibHOro 4epe3 10 nueit. Ilpodmmu Tpancnsuuu actpouutoB CA3 cieoBaiu CpoKam,



CXOJIHBIM C HEpoHaMu, HO B 0a3ojaTepalbHOM MHHJAINHE YPOBEHb TPAHCIALUU B aCTPOLUTAaX
JIOCTHT THKa uepe3 | 1eHb 1 0CcTaBajICsl MOBBIIICHHBIM U yepe3 10 aueit [45].

KoMIOHEHThI HEpPBHOI TKaHW TUIIOKaMIla U MHUHIAJIMHBI I10-Pa3HOMY pearupyroT Ha
cTpecc. Pa3BuTue M NIUTEIBHOCTh MPOUCXOAIIMX MU3MEHEHHMM, B YaCTHOCTU B aCTPOLUTAX JTHX
CTPYKTYp, TAK)K€ Pa3M4arOTCs, OJHAKO HE BBI3BIBACT COMHEHHH, YTO T'MIIOKAMII U MHUHAAIMHA
OKa3bIBAIOT BJIMSHHUE JApPYyr Ha Jpyra, ydacTBysd B mpouecce (OpMHUPOBAHUS TPEBOKHBIX
pacCcTpOMCTB.

3akio4enue

K HacrosnmieMy MOMEHTY NPEICTABICHHUE O POJIM ACTPOIVIMM CYHIECTBEHHO PAaCHIMPUIIOCH:
acTPOLUTHl HE TOJBKO IMOAJICPKHBAIOT IOMEOCTa3 M OOMEH BEIECTB B HEPBHOW TKaHHW, HO M
o0ecreynBaoT CTaOMIBHOCTh U MOAYIISLIUIO HEMPOH-HEHPOHHBIX B3aUMOACHCTBHIMA.

AcTpouuThl creru(pUUecKd H3MEHSIOT CBOO MOPQOJOrHMI0 M METabolM3M B OTBET Ha
MOBPEXKACHUS PA3IMYHON ATHOJIOTMH. JTU U3MEHEHHs CTPYKTYPHO T'€TE€POr€HHBI M PA3JINYAKOTCS
10 BpPEMEHHOMY MPOPUII0 U JAJIUTEIBHOCTH, IPUYEM MOP(OJIOrudecKas MIaCTUYHOCTh aCTPOIJINU
pa3HOHanpaBjeHa B MUHJIAIMHE U runmnokamie. K Tomy e noxosxe, 4To OTHOILEHUS MEXY 3TUMU
CTPYKTYpaMH HOCAT B3aUMOBIMAIOIIMN XapakTep, (opMupys 3aMKHYTbIi Kpyr. MOoxHO
IPENOI0KUTh, YTO aTpous acTPOLMTAPHBIX OTPOCTKOB MHHJAIMHBI BElET K rumneprpoduu
OTPOCTKOB HEWPOHOB B ATOH 00JacTH. DTH M3MEHEHHUS C OOJBIIOW OJICH BEPOSITHOCTH MOTYT
CKa3aTbCid Ha B3aUMOJECMCTBMM MEXJy MHHAAJIMHOM M TMIIOKAMIIOM, BBI3bIBas B IOCIEIHEM
MOpGh O] YHKIIMOHAIbHBIE H3MEHEHUSI KJICTOK HEPBHOM TKaHMU.

N3yueHre OCHOBHBIX IlepeOpalibHBIX CTPYKTYp, 3aJeHCTBOBaHHBIX B  Ipoliecce
aHKCHOTeHe3a, M0Ka3allo, YTO B MUHJIAJIMHE acTPOTIHAIbHbIE U3MEHEHUs 0oJiee YCTOWYUBBI, UYEM B
TUNIOKAMIIE, YTO MOXKET 00yclaBiauBaTh €€ 0COOYI0 pOJib B ATOTEHE3€ U MOAJIEPKaHUN TPEBOTH.
Kakercss mosie3HbIM NMOHMMAaHHWE MEPBUYHONW MMILIEHU U1 Pa3MbIKaHUSA JTOM LEMH, YTO MOKET
MOJTOJKHYTh K Pa3BUTHIO HOBBIX HpenapaToB A 3(PQPEKTHUBHOTO KyNUPOBAHMS TPEBOXKHBIX

paccTpoOMCTB.

Cnucok JiuTeparypbl

1.  Sofroniew M.V., Vinters H.V. Astrocytes: biology and pathology. Acta Neuropathologica.
2010. vol. 119. no 1. P. 7-35. DOI: 10.1007/s00401-009-0619-8.

2. Zamanian J.L., Xu L., Foo L.C., Nouri N., Zhou L., Giffard R.G., Barres B.A. Genomic
analysis of reactive astrogliosis. Journal of neuroscience. 2012. vol. 32. no 18. P. 6391-6410. DOI:
10.1523/JNEUROSCI.6221-11.2012.



3. Liddelow S.A., Guttenplan K.A., Clarke L.E., Bennett F.C., Bohlen C.J., Schirmer L.,
Bennett M.L., Miinch A.E., Chung W.S., Peterson T.C., Wilton D.K., Frouin A., Napier B.A.,
Panicker N., Kumar M., Buckwalter M.S., Rowitch D.H., Dawson V.L., Dawson T.M., Stevens B.,
Barres B.A. Neurotoxic reactive astrocytes are induced by activated microglia. Nature. 2017. vol.
541. no 7638. P. 481-487. DOI: 10.1038/nature21029.

4.  Hayakawa K., Pham L.D., Arai K., Lo E.H. Reactive astrocytes promote adhesive interactions
between brain endothelium and endothelial progenitor cells via HMGB1 and beta-2 integrin
signaling. Stem cell research. 2014. vol. 12. no 2. P. 531-538. DOI: 10.1016/j.scr.2013.12.008.

5.  Lapiz-Bluhm M.D., Peterson A.L. Neurobehavioral mechanisms of traumatic stress in post-
traumatic stress disorder. Behavioral Neurobiology of Stress-related Disorders. Curr Topics Behav
Neurosci. 2014. vol. 18. P. 161-190. DOI: 10.1007/7854 2014 307.

6. Rozovsky I., Laping N.J., Krohn K., Teter B., O'Callaghan J.P., Finch C.E. Transcriptional
regulation of glial fibrillary acidic protein by corticosterone in rat astrocytes in vitro is influenced
by the duration of time in culture and by astrocyte-neuron interactions. Endocrinology. 1995. vol.
136. no 5. P. 2066-2073. DOI: 10.1210/end0.136.5.7720656.

7. Bender C.L., Calfa G.D., Molina V.A. Astrocyte plasticity induced by emotional stress: A
new partner in psychiatric physiopathology? Progress in Neuro-Psychopharmacology and
Biological Psychiatry. 2016. vol. 65. P. 68-77. DOI: 10.1016/j.pnpbp.2015.08.005.

8.  Van Landeghem F.K.H., Weiss T., Oehmichen M., von Deimling A. Decreased expression of
glutamate transporters in astrocytes after human traumatic brain injury. Journal of Neurotrauma.
2006. vol. 23. no 10. P. 1518-1528. DOI: 10.1089/neu.2006.23.1518.

9.  Steiner J., Bernstein H.G., Bielau H., Berndt A., Brisch R., Mawrin C., Keilhoff G., Bogerts
B. Evidence for a wide extra-astrocytic distribution of S100B in human brain. BMC neuroscience.
2007. vol. 8. no 2. P. 1-10. DOI: 10.1186/1471-2202-8-2.

10. Cahoy J.D., Emery B., Kaushal A., Foo L.C., Zamanian J.L., Christopherson K.S., Xing Y.,
Lubischer J.L., Krieg P.A., Krupenko S.A., Thompson W.J., Barres B.A. A transcriptome database
for astrocytes, neurons, and oligodendrocytes: a new resource for understanding brain development
and function. Journal of Neuroscience. 2008. vol. 28. no 1. P. 264-278. DOI:
10.1523/JNEUROSCI.4178-07.2008.

11. Gongalves J.T., Schafer S.T., Gage F.H. Adult Neurogenesis in the Hippocampus: From Stem
Cells to Behavior. Cell. 2016. vol. 167. no 4. P. 897-914. DOI:10.1016/j.cell.2016.10.021.

12. Altman J., Bayer S.A. Mosaic organization of the hippocampal neuroepithelium and the
multiple germinal sources of dentate granule cells. Journal of Comparative Neurology. 1990. vol.
301. no 3. P. 325-342. DOI: 10.1002/cne.903010302.



13. Gray J.D., Rubin T.G., Hunter R.G., McEwen B.S. Hippocampal gene expression changes
underlying stress sensitization and recovery. Molecular psychiatry. 2014. vol. 19. no 11. P. 1171-
1178. DOI: 10.1038/mp.2013.175.

14. Kassem M.S., Lagopoulos J., Stait-Gardner T., Price W.S., Chohan T.W., Arnold J.C., Hatton
S.N., Bennett M.R. Stress-induced grey matter loss determined by MRI is primarily due to loss of
dendrites and their synapses. Molecular neurobiology. 2013. vol. 47. no 2. P. 645-661. DOI:
10.1007/s12035-012-8365-7.

15. Araya-Callis C., Hiemke C., Abumaria N., Flugge G. Chronic psychosocial stress and
citalopram modulate the expression of the glial proteins GFAP and NDRG2 in the hippocampus.
Psychopharmacology. 2012. vol. 224. no 1. P. 209-222. DOI: 10.1007/s00213-012-2741-X.

16. Banasr M., Duman R.S. Regulation of neurogenesis and gliogenesis by stress and
antidepressant treatment. CNS & Neurological Disorders-Drug Targets (Formerly Current Drug
Targets-CNS & Neurological Disorders). 2007. vol. 6. no 5. P. 311-320. DOI:
10.2174/187152707783220929.

17. HanF, Xiao B, Wen L. Loss of glial cells of the hippocampus in a rat model of post-traumatic
stress disorder. Neurochemical research. 2015. vol. 40. no 5. P. 942-951. DOI: 10.1007/s11064-
015-1549-6.

18. Xia L., Zhai M., Wang L., Miao D., Zhu X., Wang W. FGF2 blocks PTSD symptoms via an
astrocyte-based mechanism. Behavioural brain research. 2013. vol. 256. P. 472-480. DOI:
0rg/10.1016/j.bbr.2013.08.048.

19. Duvarci S., Pare D. Amygdala microcircuits controlling learned fear. Neuron. 2014. vol. 82.
no 5. P.966-980. DOI: 10.1016/j.neuron.2014.04.042.

20.  Truitt W.A., Johnson P.L., Dietrich A.D., Fitz S.D., Shekhar A. Anxiety-like behavior is
modulated by a discrete subpopulation of interneurons in the basolateral amygdala. Neuroscience.
2009. vol. 160. no 2. P. 284-94. DOI: 10.1016/j.neuroscience.2009.01.083.

21. Flores-Gracia C., Nuche-Bricaire A., Crespo-Ramirez M., Miledi R., Fuxe K., de la Mora M.
P. GABA (A) rho receptor mechanisms in the rat amygdala and its role in the modulation of fear
and anxiety. Psychopharmacology. 2010. vol. 212. no 4. P. 475-484. DOI: 10.1007/s00213-010-
1973-x.

22. Yang. R.J., Mozhui K., Karlsson R.M., Cameron H.A., Williams R.W., Holmes A. Variation
in mouse basolateral amygdala volume is associated with differences in stress reactivity and fear
learning. Neuropsychopharmacology. 2008. wvol. 33. no 11. P. 2595-2604. DOI:
10.1038/sj.npp.1301665.



23. Karl A., Schaefer M., Malta L.S., Dorfel D., Rohleder N., Werner A. A meta-analysis of
structural brain abnormalities in PTSD. Neuroscience & biobehavioral reviews. 2006. vol. 30. no 7.
P. 1004-1031. DOI: 10.1016/j.neubiorev.2006.03.004.

24. Liberzon 1., Taylor S.F., Amdur R., Jung T.D., Chamberlain K.R., Minoshima S., Koeppe
R.A., Fig L.M. Brain activation in PTSD in response to trauma-related stimuli. Biological
psychiatry. 1999. vol. 45. no 7. P. 817-826. DOI: 10.1016/S0006-3223(98)00246-7.

25. Clark C.R., McFarlane A.C., Morris P., Weber D.L., Sonkkilla C., Shaw M., Marcina J.,
Tonchon-Danguy H.J., Egan G.F. Cerebral function in posttraumatic stress disorder during verbal
working memory updating: a positron emission tomography study. Biological psychiatry. 2002. vol.
53. no 6. P. 474-481. DOI: 10.1016/S0006-3223(02)01505-6.

26. Ganzel B.L., Kim P., Glover G.H.,, Temple E. Resilience after 9/11: multimodal
neuroimaging evidence for stress-related change in the healthy adult brain. Neurolmage. 2008. vol.
40. no 2. P. 788-795. DOI: 10.1016/j.neuroimage.2007.12.010.

27. Shin L.M., Whalen P.J., Pitman R.K., Bush G., Macklin M.L., Lasko N.B., Orr S.P.,
Mclnerney S., Rauch S.L. An fMRI study of anterior cingulate function in posttraumatic stress
disorder. Biological psychiatry. 2001. vol. 50. no 12. P. 932-942. DOI: 10.1016/S0006-
3223(01)01215-X.

28. Skorzewska A., Lehner M., Wislowska-Stanek A., Turzynska D., Sobolewska A.,
Krzascik P., Ptaznik A. GABAergic control of the activity of the central nucleus of the amygdala in
low- and high-anxiety rats. Neuropharmacology. 2015. vol. 99. P. 566-576. DOI:
10.1016/j.neuropharm.2015.08.039.

29. Duvarci S., Pare D. Glucocorticoids enhance the excitability of principal basolateral amygdala
neurons. Journal of Neuroscience. 2007. vol. 27. no 16. P. 4482-4491. DOI:
10.1523/JNEUROSCI.0680-07.2007.

30. Merali Z., Anisman H., James J.S., Kent P., Schulkin J. Effects of corticosterone on
corticotrophin-releasing hormone and gastrin-releasing peptide release in response to an aversive
stimulus in two regions of the forebrain (central nucleus of the amygdala and prefrontal cortex).
European Journal of Neuroscience. 2008. vol. 28. no 1. P. 165-172. DOI: 10.1111/j.1460-
9568.2008.06281.x.

31. Van Stegeren A.H., Wolf O.T., Everaerd W., Scheltens P., Barkhof F., Rombouts S.A.
Endogenous cortisol levels interacts with noradrenergic activation in the human amygdala.
Neurobiology of learning and memory. 2007. wvol. 87. no 1. P. 57-66. DOI:
10.1016/j.nIm.2006.05.008.

32. Roozendaal B., McEwen B.S., Chattarji S. Stress, memory and the amygdala. Nature Reviews
Neuroscience. 2009. vol. 10. no 6. P. 423-433. DOI: 10.1038/nrn2651.



33. Liao Z., Tao Y. Guo X., Cheng D., Wang F., Liu X., Ma L. Fear Conditioning
Downregulates Racl Activity in the Basolateral Amygdala Astrocytes to Facilitate the Formation of
Fear Memory. Frontiers in molecular neuroscience. 2017. vol. 10. P. 1-13. DOI:
10.3389/fnmol.2017.00396.

34. DonglL. WangS., LiY., Zhao Z,, Shen Y., Liu L., Xu G., Ma C., Li S., Zhang X., Cong B.
RU486 Reverses Emotional Disorders by Influencing Astrocytes and Endoplasmic Reticulum
Stress in Chronic Restraint Stress Challenged Rats. Cellular Physiology and Biochemistry. 2017.
vol. 42. no 3. P. 1098-1108. DOI: 10.1159/000478764.

35. Tynan R.J., Beynon S.B., Hinwood M., Johnson S.J., Nilsson M., Woods J.J., Walker F.R.
Chronic stress-induced disruption of the astrocyte network is driven by structural atrophy and not
loss of astrocytes. Acta neuropathologica. 2013. vol. 126. no 1. P. 75-91. DOI: 10.1007/s00401-
013-1102-0.

36. Fulda S., Gorman A.M., Hori O., Samali A. Cellular stress responses: cell survival and cell
death. International journal of cell biology. 2010. vol. 2010. P. 1-23. DOI: 10.1155/2010/214074.
37. McDonald AJ., Mott D.D. Functional Neuroanatomy of Amygdalohippocampal
Interconnections and Their Role in Learning and Memory. Journal of neuroscience research. 2017.
vol. 95. no 3. P. 797-820. DOI: 10.1002/jnr.23709.

38. Strange B.A., Witter M.P., Lein E.S., Moser E.l. Functional organization of the hippocampal
longitudinal axis. Nature Reviews Neuroscience. 2014. vol. 10. no 10. P. 655-69. DOI:
10.1038/nrn3785.

39. Tang H., Wu G.S., Xie J.,, He X., Deng K., Wang H., Luo H. R. Brain-wide map of
projections from mice ventral subiculum. Neuroscience Letters. 2016. Vol. 629. no 26. P. 171-179.
DOI: 10.1016/j.neulet.2016.07.014.

40. Yang Y., Wang J.Z. From Structure to Behavior in Basolateral Amygdala-Hippocampus
Circuits. Frontiers in neural circuits. 2017. vol. 11. no 86. P. 1-8. DOI: 10.3389/fncir.2017.00086.
41. Fournier N.M., Andersen D.R., Botterill J.J., Sterner E.Y., Lussier A.L., Caruncho H.J.,
Kalynchuk L.E. The effect of amygdala kindling on hippocampal neurogenesis coincides with
decreased reelin and DISC1 expression in the adult dentate gyrus. Hippocampus. 2010. vol. 20. no
5. P. 659-671. DOI: 10.1002/hipo.20653.

42. Zhong Q., Ren B.X., Tang F.R. Neurogenesis in the hippocampus of patients with temporal
lobe epilepsy. Current neurology and neuroscience reports. 2016. vol. 16. no 2. P. 1-9. DOI:
10.1007/s11910-015-0616-3.

43. Zhang J.Y., Liu T.H., He Y., Pan H.Q., Zhang W.H., Yin X.P., Yuan T.F. Chronic stress
remodels synapses in an amygdala circuit—specific manner. Biological psychiatry. 2019. vol. 85. no
3. P. 189-201. DOI: 10.1016/j.biopsych.2018.06.019.



44. Chattarji S., Tomar A., Suvrathan A., Ghosh S., Rahman M.M. Neighborhood matters:
divergent patterns of stress-induced plasticity across the brain. Nature neuroscience. 2015. vol. 18.
no 10. P. 1364-1375. DOI: 10.1038/nn.4115.

45. Madan J.S., Gupta K., Chattarji S., Bhattacharya A. Hippocampal and amygdalar cell-specific
translation is similar soon after stress but diverge over time. Hippocampus. 2018. vol. 28. no 6. P.
441-452. DOI: 10.1002/hip0.22845.

46. Wang Q., Verweij E.W., Krugers H.J., Joels M., Swaab D.F., Lucassen P.J. Distribution of
the glucocorticoid receptor in the human amygdala; changes in mood disorder patients. Brain
Structure and Function. 2014. vol. 219. no 5. P. 1615-1626. DOI: 10.1007/s00429-013-0589-4.

47. Naskar S., Chattarji S. Stress elicits contrasting effects on the structure and number of
astrocytes in the amygdala versus hippocampus. eNeuro. 2019. vol. 6. no 1. P. 1-14. DOI:
10.1523/ENEURO.0338-18.2019.

48. Anderson C.M., Swanson R.A. Astrocyte glutamate transport: review of properties,
regulation, and physiological functions. Glia. 2000. vol. 32. no 1. P. 1-14. DOI: 10.1002/1098-
1136(200010)32:1<1::AID-GLIA10>3.0.CO;2-W.

49. Perez-Alvarez A., Navarrete M., Covelo A., Martin E.D., Araque A. Structural and functional
plasticity of astrocyte processes and dendritic spine interactions. Journal of Neuroscience. 2014. no
34.vol. 38. P. 12738-12744. DOI: 10.1523/JNEUROSCI.2401-14.2014.

50. Ostroff L.E., Manzur M.K., Cain C.K., Ledoux J.E. Synapses lacking astrocyte appear in the
amygdala during consolidation of Pavlovian threat conditioning. Journal of Comparative
Neurology. 2014. vol. 522. no 9. P. 2152-2163. DOI: 10.1002/cne.23523.



