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Annomanyus. Taviaabtbie kaetku (I'K) siBAastoTcst HanboAee pacrpocTpaHeHHbIM
TUIIOM KA€TOK B LIEHTPAABHOI HEPBHOI cCTeMe. VIHTepec K HM 3HAYUTEABHO
YBEAUYUACS 38 IOCAEAHVIE AECSITUAETSI ITO MEPe OCO3HAHMSI TOTO, YTO TAMS
SIBASIETCSI HE TOABKO «OIOPHBIMM» KAETKAMU AASI HENIPOHOB, HO TaKXe
peryAupyer BasKHble aCIIeKThbl Pa3BUTHs U GYHKLVOHUPOBAHWS HEPBHOII
cucteMbl. Y 1103BOHOYHBIX 'K BBIMOAHSIIOT ONMOpPHYIO, TpOodUIECKYIO,
CEKPETOPHYIO, PasTPaHUYUTEABHYIO U 3alUTHYI0 GyHKuuKu. Hecmorps
Ha TO, YTO HepBHas cucrtema Drosophila melanogaster oTHOCUTEABHO
MpoCTa MO CBOEN CTPYKTYpe, el NPUCYIM XapaKTePUCTUKU CAOKHO
YCTpO€EHHOI1 ranu MaekonuTaomyx. Cxoxects ranu Drosophila melanogaster
Y MAEKOMUTAMMX HA MOAEKYASIPHOM U MOP(OAOTMYECKOM YPOBHE AQeT
BO3MOKHOCTb IIPEAIIOAOXKUTD, YTO UCCAEAOBAHUE TAUU OECIIO3BOHOUHBIX
HO3BOAUT AyMLIIE IOHSITb OCHOBHBIE BOIIPOCHI PA3BUTHSI TAUM Y MAEKOIIMTAIOLIVX.
Vicnioab3oBanue Drosophila melanogaster paeT BO3MO>XKHOCTb U3y4aTh
PasAMYHBIE HEMIPOH-TAMAABHbIE B3aXIMOAEVICTBISI B MHTAKTHOM OPraHU3Me,
a ICIIOAB30BaHIe€ IINPOKOro Habopa MOAEKYASIPHO-TEHETUYECKIX METOAOB
[TO3BOASIET ICCAEAOBATb (PYyHAAMEHTAABHBIE BOIIPOCHI IPUPOADBI TAUN.
B 0630pe paHa KaaccubuKaLms TAMAAbBHBIX KA€TOK Drosophila melanogaster,
OIMCaHbl U3BECTHbIE HA CETOAHSIIHUI AeHb (QYHKLMYU BCEX TUIIOB IAUU
HaCEKOMOTO, a TaK)Xe [IPOBEAEHO CpaBHeHMe (YHKUUI Pa3HBbIX TUIIOB
TAVAABHBIX KAETOK MAEKOIIMTAIOILIMX U APO30(UABL.

Karouesote crosa: ravaabHbie KaeTKY, Drosophila melanogaster, HepBHas
CHUCTEeMA, HeIPOHbI, HEM PO Ab.
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Beepaenue

Abstract. Glia is the most common cell type in the central nervous system.
Interest in them has increased significantly over the past decades as it has
become clear that glia are not just “support” cells for neurons. They also
regulate important aspects of the development and functioning of the nervous
system. In vertebrates, glial cells perform supporting, trophic, secretory,
dividing and protective functions. Despite the fact that the nervous system
of Drosophila melanogaster has a simple structure, it is similar in function
to mammalian glia. The similarity of glia of Drosophila melanogaster
and mammals at the molecular and morphological levels suggests that
the study of invertebrate glia will provide a better understanding of the main
issues in the development of glia in mammals. Using Drosophila melanogaster
makes it possible to study various neuron-glia interactions in an intact
organism and the use of a wide range of molecular genetic methods allows
us to investigate fundamental questions about the nature of glia. The review
presents the classification of glial cells in Drosophila melanogaster, describes
the currently known functions of all glial cell types in insects, and compares
the functions of various glia types of mammals and Drosophila glial cells.

Keywords: glial cells, Drosophila melanogaster, nervous system, neurons,
neuropil.

yepBeit. [TuABKM cHAGXKeHbI OYEHDb CITeLIAAU3U-
POBAHHON TMTaHTCKON KAETOYHOIT TAMeN, obe-

TepMuH «Heporausi» (0T ApeBHErpeY. «Heil-
POH» — «BOAOKHO», KHEPB» U «TAUSI» — «KA€I1»)
BBeA Pypoabpd Bupxos B 1846 roay (Gilyarov
1986). Hertporaus npeacTaBasieT co001 COBOKYII-
HOCTD CIIELJIaAbHBIX BCIIOMOI'aTE€AbHBIX KAETOK
HEPBHOII TKaHU, KOTOPBIE YYaCTBYIOT B MeTa00-
AVI3Me€ HEIPOHOB U 3aIIOAHSIOT NIPOCTPAHCTBO
MEXAY HelIpOHaMU U OKPYKAIOIMMMU MX KaIlUA-
asipamu. ['anaapuble KaeTku (I'K) npucyrcrByror
MPaKTUYeCKN Y BCeX IPEACTABUTEAE! )KUBOTHOTO
yapcrBa. [Ausa xopoIo pa3BUTa y KOAbYATBIX

UnmeepamusHas gﬁusuwloeu,q, 2020, m. 1, Ne 3

CIie4MBalollell MMTaHNe HEIPOHOB IIPYU AAUTEAD-
HOM T'OAOAQHUY KMBOTHBIX. OAHAKO CyIIecT-
BYIOT OPraHM3Mbl, B HEPBHOJII CHUCTeMe KOTO-
PBIX Ha AQHHBII MOMEHT I'AUsI He OOHapy>KeHa.
TaxuM NpUMepOM SIBASIIOTCSI KMILIEYHOTIOAOCTHBIE
(Zavarzin 2000).

HecMoTpst Ha Ba)XHYI0 POAb TAUM, IPUPOAQ
TAVIAABHBIX KAE€TOK OCTA€eTCsI MAaAOM3Yy4YEeHHOIL.
PasAMYHBIX HACEKOMBIX, B IIEPBYI0 OYEPEAD IIAO-
AOBYI0 MyLIKy Drosophila melanogaster (Dr. mela-
nogaster) u MOTbIAbKA Manduca sexta, ycreimHo
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Paszsumue, cmpykmypa u pyHKyuu 2AuarvHoix kremok Drosophila melanogaster

VICTIOAB3YIOT B KQU€CTBE MOAEABHBIX OPTraHN3MOB
AASI ICCAEAOBaHUS PYHKLMM TAMM B IIpoLiecce
pas3Butus opranuama. OpAHaKO B HEKOTOPBIX
paborax 4yacTo o6Cy>XpaeTcsi BOIpoc o PpyHK-
L[JIOHAABHOM ¥ 3BOAIOLMOHHOM paszanuuyu ['K
MO3BOHOYHBIX U 0ecro3BOHOYHBIX. Hanpumep,
y Dr. melanogaster reH gcm sBAsieTCSI HEOOXOAU-
MBIM U AOCTaTOYHBIM (PAKTOPOM, OIIPEAEASIIOIINM
crietmaausauuio I'K, B To BpeMms Kak y MAeKonu-
tawowux gem (glial cells missing) reH, 1o-BUAUMOMY,
He Y4aCTBYeT B AQHHOM IIPOLeCCe, YTO MOXET
yKa3bIBaTh Ha pa3AMYHbIE MEXAaHU3MBI, OIIpEAe-
astiomue cnenaansanuio 'K (Freeman, Doherty
2006). OpHako nporeccsl Mopdorenesa (murpa-
LMsI KAETOK, A€A€HIEe Ha pa3AMYHbIE ITOATUIIBL,
B3aIMOAENICTBYE C HelIpOHaMU 1 o0epThIBaHMe
HelipoHa) 1 GyHKLyM ranu B 3peaoit LIHC (muranne
HeVIPOHOB, popMMpOBaHMe reMaTosHLehasne-
ckoro 6appepa (I'DB), ynmpaBaeHue HellpOHHOM
AKTVBHOCTBIO) OYeHb ITOXOXXM HAa MOAEKYASIPHOM
ypoBHe y Dr. melanogaster n'y mo3BOHOUHBIX. bo-
Aee TOTO0, pPa3BUTHE HEMPOHA, HAYMHASI C HAaBeAEHNs
aKCOHa U 3aKaH4YMBast GOpPMUPOBAHNEM CUHAIITHU-
4eCKIX CBsI3€ll, peryAupyercs raven y Dr. melano-
gaster ¥ MAEKOTIUTAIOIMX OAMHAKOBO. Vcroabp30-
BaHue Dr. melanogaster AaeT BO3MOXXHOCTb U3y4aTh
pa3AMYHble HEMPOH-TAMAAbHBIE B3aMIMOAEVICTBHUA
B MHTaKTHOM OpPraHM3Me, & MICIIOAb30BaHMe IPO-
KOTro Habopa MOAEKYASIPHO-TEHETUYECKUX METO-
AOB TMO3BOASIET VICCAEAOBATb (PYHAAMEHTAABHBIE
Borpoch mpupopbt 'K (Stork et al. 2012).

Kaaccudukauys u Gynkmym
TAMAABHBIX KAETOK

HepBHas TKaHb, KpOMe HEMPOHOB, COAEPKUT
KAETKMU ellle OAHOTO BMAQ — TAMAAbHBIE KAETKMU.
DTU KAeTKU 00eCleunBaioT MUTAHUE Y HOPMAaAD-
Hoe (QPYHKILIVIOHVPOBaHMEe HEIPOHOB, & TAIOKE ITOA-
AEP>KUBAIOT IIOCTOSIHCTBO CPEABI BOKPYT HEJIPOHOB.
TAust rpaeT poAb 9AEKTPUUECKOTO U30ASATOPA,
a TaK)Xe CAY)XUT IMPOCTPAHCTBEHHBIM OapbepoM
AASL paCIpOCTPaHEHUSI MEAUATOPOB U MOHOB.
I'K yyacTByIOT B Ipoljecce HaBUraLii aKCOHOB.
BAaaropapst cBoent CltocCOOHOCTU K AEAE€HUIO B Te-
yeHue Bcell )XusHu opranusma 'K yuactsylor
B IIpOliecce BOCCTAHOBAEHUS U pereHepanuu
HepBHoI1 TKaHu (Allen, Lyons 2018). ¥ maekomnu-
taroiux ['K sBAstioTCS HAaboAee pacpocTpaHeH-
upiMu KaeTtkamu LTHC u coctaBasitor Ao 90 %
OT 0011ero KoAndecTsa Kaetok mosra (Blinkov,
Glezer 1968). Y HaceKOMbIX HEPBHAsI CCTEMA CO-
Aepxxut 3HaunTeabHo MeHble ['K. Tak, ToabKO
10% 13 90 000 kaetox 3peaoit LIHC Drosophila
melanogaster siBasiiotrcst rauaabubiMu (Edwards,
Meinertzhagen 2010).
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1.1. Tunvt 2AUANbHBLX KACHHOK MAeKOnumarnuiux

Cyl1jecTByeT MHOXKECTBO CIIOCODOB KAQCCU-
dukaruu raun. I'K MmoxxHO KAaccubuumpoBaThb
IO PaCIOAOXEHMIO, ITo YAbTpacTpyKType (Hoyle
1986), dyukuuu u skcnpeccuu renos (Edwards,
Meinertzhagen 2010). ¥ MaekonuTaoLuX BCe
KAETKU HEeMPOTAUU MO aHATOMUYECKUM KPpU-
TEPUSIM AEASIT Ha KAETKM HEeIPOTAUM B MO3Te,
K KOTOPBIM OTHOCSITCSI aCTPOLIUTHI, OAUTOAEHAPO-
LUTHI, SIIEHAMMAa U MUKPOTAUS, U HA KAETKU
B [THC — mBaHHOBCKME KAETKU. ACTPOLIUTHI,
OAUTOAEHAPOLIUTBHI, STIEHAVMY U IIBAaHHOBCKME
KAETKU OOBEAUHSIIOT B MAKPOTAUIO.

1.1.1. Acmpoyumut

AcTtpouuTel cocTaBAsioT puMepHO 30 % KAETOK
LIEHTPaAbHOIT HEPBHOI CUCTEMbI MAEKOTTUTAOIUX
(Vasile et al. 2017). 9To — 60AbIIME 3Be3A000pas-
Hble KAETKY C MHOTOYMCAEHHBIMY TOHKVMMU OT-
POCTKaMU, ONAETAIOLIVMMY HEIPOHBI I CTEHKU
KamuAASIpoB. OTPOCTKM aCTpPOLIMTOB 00pasyioT
XapaKTepHbIe CIIAETEHMSI, KOOKAQAKY» BOKPYT
KPOBEHOCHBIX COCYAOB, TEA ¥ OTPOCTKOB HEPBHBIX
KAETOK, & TAK)Xe Ha TOBEPXHOCTY CEPOro BellecTBa
HEPBHBIX LIEHTPOB 1 IT0A CAOEM SIIEHAVIMHO TAVIM.
Takum ob6pasom, popMupyeTcs cucteMa MEXKAETOY-
HBIX IIleA€eVl I IPOCTPAHCTB, 10 KOTOPOM OCYIIeCT-
BASIETCSI TPQHCIIOPT BelleCTB, HEOOXOAUMBIX AASI
XKM3HEAESITEABHOCT) HEPBHBIX KAETOK (Zavarzin
2000). Kpome Toro, aTa cuctema BMeCTe C COCYAU-
CTBIM DHAOTEAMEM 00pa3yeT CTPYKTYPHYIO OCHOBY
I'9B, 06ycAOBAMBAIOLIETO CTPOTrUiL CrIeLMUIeCcKnit
KOHTPOAB 32 IIOCTYNAIOLIMMY K HEPBHBIM KAE€TKaM
xuMmnueckumu coepunenusmu (Obermeier et al.
2016). ACTpOLINTBI AEASIT Ha ABE IOATPYIIIIBL: (U~
OpUAASIpHbIE aCTPOLIUTBI M TAA3MaTUY€ECKYEe aCTPO-
uuThl. QUOPUAASPHBIE ACTPOLUTDI UMEIOT TOHKIE
VI CUABHO BETBSIIIMECS] OTPOCTKMU, COAEpIKallye
00ABIIIOE KOAMYECTBO CIIELIAAV3MPOBAHHBIX (U-
OpUAASPHBIX CTPYKTYp. OHM Tpe00AaAQIOT CpeArt
IIYYKOB MUEAVHU3MPOBAHHBIX BOAOKOH (B OeAoM
BellecTBe Mo3ra). [TaasmaTuyecKme acTpOLUTHI
copep)KaT MeHblle GUOPUAASIPHOTO MaTepuaAa
Y PacIpoCTpaHEHbI B CEPOM BeljeCTBe BOAUBMU TEA
HEIIPOHOB, ACHAPUTOB U CMHAICOB. [[aasMaTiueckue
ACTPOLUTBI XapaKTEPU3YIOTCS CAA00 BETBSILM-
mucst orpoctkamu (Zavarzin 2000). O6a tumna
ACTPOLMTOB 00Pa3yIOT KOHTAKTHI C KAMMAASPAMU
u "ertponamu (Leiserson et al. 2000).

1.1.2. OauzodeHopoyumot

OauropeHaporuThi (0Kk0A0 25—30 % oT 0b111ETO
yncaa ['K) mpeacTaBasiioT co6011 OKpYTrAble KAETKU
MEHbIILIEro pa3Mepa ¢ KOpOTKUMMU oTpocTKamu. Kak
npasuAo, ['K aToro tumna HemocpeACTBEHHO KOH-
TaKTUPYIOT C TEAAMU HEPBHBIX KAETOK. OAUTOAEH-
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APOLUTBI GOPMUPYIOT MUEAVHOBBIE 0O0OAOYUKM
KPYITHBIX aKCOHOB, TEM CaMbIM OOecrevnBasi
ux usoasyuo. Kpome T0ro, 0AUroAe€HApPOLUTHI
BBIITOAHSIIOT TPOPUUECKYIO DYHKIMIO I10 OTHOLIIE-
HUIO K HEMIpOHAM, NMPUHUMasl aKTUBHOE y4acTue
B ux Metaboausme (Dimou, Simons 2017).

1.1.3. Snenouma

DIeHAMMA COCTOUT U3 KAETOK LIMAVIHAPUYECKOI
dbopmbl, HA CBOOOAHOM KOHI[Ee PACIIOAATAIOTCS
pecHUYKM, OMeH1e KOTOPBIX CIIOCOOCTBYET LIUPKY-
ASILIMY CIIMHHOMO3TOBOI X1aKocTy. Ha mpoTuBo-
IIOAO>XKHOM KOHLIE KAETKY B MO3T OTXOAUT AAVHHBIY,
BETBSINIICS OTPOCTOK. KAeTKM ar1eHAMMBI BbI-
CTUAQIOT CTEHKM KeAYAOUKOB I'M 1 LieHTpaABbHbIN
KaHAA CIIMHHOTO MO3ra. DIEHAMMA UIPAeT POAb
6apbepa MesKAY KPOBbBIO U CIIIHHOMO3TOBOI JKUA -
kocteio (Delgehyr et al. 2015).

1.1.4. Muxpoerus

Mukporaust — kaacc ['K LTHC, BpinmoaHsrommx
POAB (parolUTOB, KOTOPbIE YOMPAIOT OMEPTBEBIIVE
y4acTku HepBHo1 TKanu (Boche et al. 2013). Muxpo-
TAVIsI OOpa3yeTcs U3 KAETOK COEAVHUTEABHON
TKaHU M COCTABASIET OKOAO 10% oT 0011ero yncaa
KAeToK Heviporann. B LJHC mukporaus npeacras-
A€Ha MEAKVMU KAETKaMU C oTpocTKamu. KaeTku
MUKpPOTrAMK $HarouuTUPYIOT MPOAYKTEI HEPBHOI
TKaHU Y IIOCTOPOHHYE YaCTUILIBL.

1.1.5. llIBaHHOBCKUE KACKU

IIsarnHOBCKMe KAeTKM HaxoaaTes B ITTHC (Kidd
et al. 2013). OHM y4acTBYIOT B 00pa3oBaHUM M1e-
AVIHOBOTO CAOsI BOKPYT IepuQepuitHbiX HEPBOB.
OAHaKO B MECTaX KOHTAKTA IIBAHHOBCKUX KAETOK
MIMEIOTCS yYaCTKM, CBOOOAHBIE OT MUEAVHOBOM
000A04YKK. OTPOCTOK HEPBHONM KAETKU B TAKUX
Yy4YaCTKaxX U30AMPOBaH OT OKPYKAIOLIUX TKaHEI
AVIIb TOHKAM CAO€M IIBAaHHOBCKMX KAeTOK. Ha-
AMYYie TAaKUX YYACTKOB 00€eCIiedrBaeT BO3MOXKHOCTh
60Aee OBICTPOro MPOBEAEHNST HEPBHOT'O MMITYAbCA.

1.2. Iruaarvuwie kremku Dr. melanogaster

B npouecce passutus Dr. melanogaster ot am-
OpMOHA AO MMAro BBIAEASIIOT TPU OCHOBHBIX TUIIA
I'K LTHC, mopdoaornyecku 1 GyHKLMIOHAABHO
cxoxue ¢ Tunamu 'K Mmaexonmraronyx: raus Kop-
TEKCa, TAUS HEVPONMAS U ITIOBEPXHOCTHAS TAMS,
a taxoke nepudepuriHas raus B [THC Hacekomoro.

1.2.1. IlosepxHOCMHAA 2AUA

KAeTku MoBepXHOCTHOM rauy 00pasyoT Ha-
pyxHbIil caroit DB, KoTOpoil OTAeAsIeT HEPBHYIO
CUCTEMY OT TeMOAVIM (GBI OTKPBITOI KPOBEHOCHO
CUCTEeMbI HACEKOMBIX. B COOTBETCTBIM C pacloOAO-
»KeHreM U (pOpMOIT KAETOK MO>XKHO BBIAEAUTD ABA
noATuIa moBepxHocTHHIX ['K: BHeIHMIT cAoi repu-
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HEBPAAbHOI (AMMKAABHO) TAUM, KAETKU, KOTOPOI
HOKPBIThI BHEKAETOYHBIM MaTPUKCOM, ¥ BHYTPEH-
HUI CAOVI CyOTIepyHEeBPaAbHOI (OCHOBHOI) TAUM.
Bo Bpems amOpuoreHesa cyoneprHeBpaAbHasi TAUS
nepBoii GopMUpYyeT HelpepbIBHbIN cA0M (Bainton
et al. 2005; Schwabe et al. 2005), a y>xe Ha Anun-
HOYHOV CTaAuyu popMUpyeTCss BTOPOIl ITOBEPX-
HOCTHBIN CAOM — II€PUHEBPAAbHAS TAUA.

[TepuHeBpaAbHasi TAMSI PACIIOAOXKEHA Ha TI0-
BEPXHOCTM TAaHTAMEB 1 00pa3yeT HapY)KHbBIN CAOI
HepBHOI cucTeMbl. KAeTKM IeprHeBPaAbHOM TAUA
HeOOABILOrO pasMepa 1 XapaKTePU3YITCs HAAK-
Y1ieM MaA€HbKUX SIAEP BBITSHYTOM GOPMBI, Y UMa-
ro ux npuMepHo 2250, 4To cocTaBAsIeT IPMMEPHO
17 % ot o011ero yncAaa rAMaAbHO MOMYASILN
(Kremer et al. 2017). TTokasano, uto HeT MOpdoO-
AOTVYECKVX Y MOAEKYASIPHBIX Pa3AVuMIT MEXAY
aanabimu kKaetkamu B LITHC u ITHC (Yildirim et al.
2019). B otanune ot Apyrux tunos 'K, kotopsie
00pasyTCs U3 SIIUTEANSI, KAETKY TePUHEBPAABHOM
rauu obpasyrorcs us me3opepmbl (Edwards et al.
1993).

Ha pAaHHBII MOMEHT QYHKLY TePYHEBPAABHBIX
TAMaABHBIX KAETOK AO KOHILIa He SICHBI, OAHAKO
MPEAIOAAraeTCs, YTO AQHHBIN TUI TAMAAbHBIX
KAETOK OTBeYyaeT 3a MOAAEp)KaHMe LIeAOCTHOCTHU
1 GOpMBI TOBEPXHOCTHOTO CA0sT Mo3ra (Kremer
etal. 2017). Bo BpeMst 5SMOPUMOHAABHON AUMMHOYHO
CTaAMIl NTepUHEeBPaAbHasI TAUSA GOPMUPYET OT-
POCTKM, IIOKPBIBAIOLIME CAOII CyOIIepUHEBPAABHOI
TAMM, ¥ TEM CaMbIM, KaK IIPEAIIOAATAIOT, ONIpeAe-
AsIeT pa3BUTHE U/UAU T€PMETUYHOCTb AQHHOTO
caos (Stork et al 2008). Takke U3BECTHO, YTO Ha
MO3AHEN CTapuu dSMOpUOreHe3a MOAEKYABL OOAD-
II0T0 padMepa, TaKMe KaK AeKCTpaH cyabdar pas-
mepom 500 kDa, 3ap€ep>KUBAIOTCSI BHELITHUM CAOEM
AQHHBIX KAETOK, YTO YKa3bIBaeT Ha X OapbepPHYI0
¢byukuumio (Stork et al. 2008).

Eije opHa BakHasi GyHKLMS TIepUHEBPAABHOI
TAUM — y4acTye B pOpMUPOBAHUM U PETYAMPOBa-
HUM CTEIEeHU >KECTKOCTU SA€MEHTOB HEPBHOM
cucreMsl. Tak, aTV KAETKY CIIOCOOCTBYIOT OTAOXKE-
HMIO TOACTOT'O CAOSI BHEKA€TOYHOT'O MaTPUKCA AU
TaK Ha3bIBa€MOJl HEIPOHAABHOM AaMeAAblL. B oT-
CYTCTBME€ HEMPOHAABHOM AAMEAABI HEPBHas CU-
cTema He mpuobpeTaeT KOHEYHYIO CBOICTBEHHYIO
AAst UMaro popmy 1 COOTBETCTBYeT MOPGOAOTHUHY,
XapaKTePHOI AAsSL SMOPUOHAABHON CTAaAUN pas-
Butus (Kim et al. 2014; Meyer et al. 2014; Pandey
et al. 2011; Petley-Ragan et al. 2016; Skeath et al.
2017; Tavares et al. 2015).

IToa cAoeM nepyHeBpaAbHBIX KAETOK pacioAa-
raeTcst TOHKUi cAoii cyorepuHeBpaabHoii (Yildirim
etal. 2019) ramu. 'K paHHOTO THIIa 06pa3yIOT MEX-
Ay CO00J1 MHOTOYMCAEHHbIE U30AUPYIOIVE MEX-
KAETOYHble KOHTAKThI, KOTOPble (PYHKLIMOHUPYIOT
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kak I'Db (Juang, Carlson 1992; Baumgartner et al.
1996; Unhavaithaya, Orr-Weaver 2012). Cy6nepu-
HeBPaAbHbIE KAETKY IPENSITCTBYIOT IPOHUKHOBE-
HUIO BBICOKOJI KOHLIEHTPALMY KaAVS 113 TEMOAUM-
¢b1 B HepBHYI0 cucTteMy (Bainton et al. 2005;
Desalvo et al. 2011; Mayer et al. 2009; Volkenhoff
etal. 2015; Zhang et al. 2018). SIopa kAeTOK cy6rie-
pMHEBPaAbHON TAMY OOABILETO pa3Mepa, M0 CpaB-
HEHUIO C KAeTKaMU IlepuHeBpaAbHO raun. Kpome
TOT0, KOAUYECTBO KAETOK CyOIepuHeBpaAbHOI
TAMY MeHbllle KOAUYEeCTBA KAETOK IIepUHEBPAAD-
ot rauu. B LIHC u ITHC umaro HacYMThIBAIOT
0K0oAO 300 KAETOK, YTO COCTaBAsIeT NpUMEPHO 2%
ot obuiero Koandectna rauu Drosophila (Kremer
et al. 2017). OAHO moAylapye MO3ra AMMMHKYI
Ha paHHell CTaAUM Pa3BUTUSA COAEPKUT MeHee
20 KA€TOK IIepMHEBPAABHON TAUM, VI UX KOAYECTBO
B X0Ae pas3Butusi Drosophila 3HaunTeAbHO He yBe-
anunBaetcd (Pereanu et al. 2005).

B pAomoaHeHMe K CBOeVl OCHOBHON OapbepHOIi
byHKUUYM cyOneprHeBpaAbHas TAUS TaKXKe yda-
CTBYeT B mpoAndepanm HeiipoOAACTOB, BO3MOX-
HO npu y4yactuu nepuHeBpasbHou ranu (Kanai
et al. 2018; Sousa-Nunes et al. 2011; Spéder, Brand
2014; Spéder, Brand 2018). Taxk, B oTBeT Ha CUTrHa-
ABI TEMOLIUTOB VAU TPODOLUTOB KMPOBOTO TEA
HACEKOMOTro CcyOnepuHeBpaAbHasl TAUS CEKPETU-
PYeT MHCYAMHONIOAOOHBIE nenTyAbl dILP, Tem cambiM
BAMSIST HA aKTUBHOCTD HeltpobaacToB (Holcroft
et al. 2013; Spéder, Brand 2014).

1.2.2. Irus kopmexca

KopTekcHas raus, HalmoMyHAOIast aCTPOLUTHI
MAEKOITUTAIOLINX, 00BOAAKMBAET TEAA HEMPOHOB
Y HePoOAACTbI, 00pasysi HAPY>KHbII CAOV (KOPTEKC)
LIHC (Dumstrei et al. 2003; Hartenstein 2011).
VHTepecHo, 4TO 0OAHA KAETKA KOPTEKCHOM TAUU
MoxeT 06BoAakuBaTh OT 1 A0 100 TeA HEPBHBIX
KAETOK 1 OOBIYHO KOHTAaKTUPYET C CyOIepuHeB-
PAABHBIM CAOEM U/uAM TAMei HeitpormAs (Stork
et al. 2012; Kis et al. 2015; Kremer et al. 2017).
ToHKMIT CAOVI KOPTEKCHOV TAMY OKPY)KaeT BHEIIHIOI0
MIOBEPXHOCTD MO3Ia II0A CAOEM CYOIlepuHEeBPAAb-
HOJ TAUM, A TAK>Ke OKPY)KaeT 4acCTb HEVMPOIMASLL
['AMaApHbIe KAETKM KOPTEKCA HEOOABILINE, OKPYTAON
dbopmer (Pereanu et al. 2005; Awasaki et al. 2008).

Mosr anuuHku Dr. melanogaster cCOAep>XUT
O0KOAO 150 KAETOK KOPTEKCHOV I'AUM Ha OAHO ITOAY-
urapue (Pereanu et al. 2005). [TokazaHo, 4TO raus
KOpTeKca BO BpeMs BCell AMMMHOYHON CTaAUU
UTpaeT CYILIeCTBEHHYIO POAb B pOpMUpPOBaHUY
MIPaBUABHOM IMPOCTPAHCTBEHHON OPMEHTALIMU
HeIIPOHOB 3a CUeT 00pa30BaHUA CTPYKTYPhI «TPO-
dbochonrnyma» (Dumstrei et al. 2003). TTomumo
TeA HEIPOHOB, AU KOPTEKCa TAKKe 000pavrBaeT
VX aKCOHBI, KOTOpPbIe NTPOPACTAIOT B HEMIPOIMAD
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10 Mepe Pa3BUTKS HEPBHOY CUCTEMbI HA AUYUHOY-
Hoit crapum (Pereanu et al. 2005). ITokasaHo, 4TO
KAETKU TAUM KOPTEKCA CITOCOOHBI HaKaMAMBATh
3HAYUTEAbHOE KOAUYECTBO AUMUAHBIX KalleAb Ha
crapyu anumHku (Kis et al. 2015), ocymectBasis
TeM caMbIM sHepreTuyeckue ¢pyukumu (Kis et al.
2015; Pennetta, Welte 2018). [Topo6Hast yHKIMA
CBOJICTBEHHA TAKXXe U aCTPOLIUTAM MAEKOIUTAIO-
wux (Bélanger et al. 2011). Kpome Toro, raus xop-
TeKca COBMECTHO C TOBEPXHOCTHOM TAMEN CO3Aa€eT
HUILY AASL IpoAUdepaLny HelipoOAACTOB, a B yC-
AOBUSIX OKUCAUTEABHOTO CTPECca U TUMIOKCUU
3alUIaeT HEMPOHBI U UX MPEAIIECTBEHHUKOB
OT AEVICTBMS aKTUBHBIX (POPM KUCAOPOAQ ITYyTEM
HaKOIIAEHNS AUTIMAHBIX Karieab (Bailey et al. 2015).

Y umaro HacuuTbeIBaeTCsi 0KOAO 2600 KAETOK
ranu Koprekca Bo Bceit LIHC Hacexomoro, yto co-
cTaBasieT npuMepHo 20% OT KOAMYECTBa BCex
rAMaAbHBIX KAeTOoK B LIHC. OyHKuMM ramm xop-
TeKca y umaro Drosophila melanogaster Bo MHOTOM
CXOXXU C ee PYHKLMAMM B Pa3BUBAIOLIENICSI HEPBHO
cucteme. Mem6panst 'K kopTekca uMeT 3HauM-
TeAbHbIT Gu3nueckuii KOHTaKT ¢ Db u ¢ Tpaxes-
MM HaCEKOMOTO. bAM3Kast CBsI3b TAMM C OCHOBHBIM
CaliTOM BBOAQ ra3000pasHBIX U MUTATEAbHBIX Be-
mecTB B LIHC o3nauaer, uro 'K xopTekca yyacT-
BYIOT B IIpOLiecce TOCTaBKyU ra3000pasHbIX U MK-
TAaTEAbHBIX BeI[EeCTB K HEMPOHAM, TaK >Ke KakK
acTpouuTsl MAeKomnuTanIux (Pereanu et al. 2007;
Stork et al. 2012; Freeman 2015).

1.2.3. Ihus Hetiponurs

KAeTky rany HelIponuAsL PaClOAAraloTCs Ipym-
IIaMy Ha MOBEPXHOCTU HEVPOIMASL, HO OCHOBHAS
Mmacca atux 'K ckoHlleHTprpoBaHa BOKPYT KOM-
IIOHEHTOB LIEHTPAABHOTO KOMIIAEKCA MO3Ta APO-
30¢uabl. Tak )Xe Kak ¥ OAUTOAEHADPOLMTBI, OHU
00pasyoT IPOAOAKUTEABHBIE CAOVICThIE MEMOpPaH-
Hbl€ CTPYKTYPBI BOKPYT OAVHOUHBIX aKCOHOB VIAUL
KAyOKoB akcoHOB (Ito et al. 1995; Klambt et al.
1991), Tem caMbIM obecIieunBas USOASALMIO U -
TaHMe HelIPOHOB. [AMsI HelIpOIMASI IpeACTaBAEHA
OOABLIMM KOAMYECTBOM KAETOK, KOTOpPbIE B 3a-
BUCUMOCTU OT MOAEKYASIPHBIX XapaKTePUCTHUK,
MopdoAroruu U GYHKLMM MOXKHO Pa3AEAUTH Ha TPU
MMOATUIIA: ACTPOLIUTOMOAOOHAS TAUSI, 0OKAAAOU-
Has (ensheathing) n obGepTriBarouas (wrapping)
rausi. KAeTKy acTpoLTONOAOOHOM TAMY CBSI3aHBI
C CMHAITUYECK/M HEMPOIMAEM, IAOTHO 3aTIOAHSIS
ero oobveM. VIx myukoobpasHass mopdoaorus
VI TECHBIVl KOHTAKT I'AIAABHOV MeMOpPaHbI C CMHAII-
CaMy HalIOMUHAKT MMAA3MaTUYECKMe aCTPOLIUTHI
MIO3BOHOYHBIX.

Ha 15 1 16 cTrapusx sMOp1rOHAABHOTO pa3Bu-
TUSI IPEAIIECTBEHHUKY TIEPBUYHOI aCTPOLUTO-
MOAOOHOI TAVM MUTPUPYIOT B 00AACTh HEMPOIIMASL.
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ITo mepe TOro KaK pOpMMUPYIOTCS OCHOBHBIE CTPYK-
TYPBI MO3ra — IPUOOBMAHOE TEAO M AHTEHHAABHbIE
AOAM, — TAVISI HEIIPOTIMAS 3aHUMAET CBOE OCHOBHOE
MTOAOXKEHVIE OTHOCUTEABHO AQHHBIX CTPYKTYP.
[TepBrYHbIE KAETKM ACTPOLUTONOAOOHON TAUK
VIMEIOT 3BE3AUYATYIO POPMY C OOABIIVM KOANYECTBOM
0TpocTKOB. OHU IPaKTUYECKY He TPOAUDEPUPYIOT
Yl He MUTPUPYIOT BO BpeMsI AUYMHOYHBIX CTAAUN
(Omoto et al. 2015), 0AHAKO IPOXOASIT HECKOABKO
1mKA0B aHApernaukauyy (Unhavaithaya, Orr-Weaver
2012). [Tomumo pocTa Teaa KAETOK yBEANIMBAET-
Cs1 M KOAMYECTBO OTPOCTKOB, 3aMIOAHSIONINX HEl-
poruAb. IIpeATIoAaraoT, 4YTO TAOTHOCTb CETU OT-
POCTKOB MEPBUYHOI aCTPOLUTOIIOAOOHON TAUNU
BAMSIET Ha PACIIOAOXKEHIE AKCOHOB BTOPUYHBIX
HeripoHoB (Spindler et al. 2009). B nayare mera-
Mopd03a OTPOCTKY KAETOK MIEPBUYHON aCTPOLIU-
TOTIOAOOHO TAMM HAYMHAIOT PParMeHTUPOBATHCH,
a BIIOCAEACTBUY IIOABepraoTcs anonrosy (Omoto
et al. 2015).

ITpeallleCTBEHHMKYM KA€TOK BTOPUYHOM aCTPO-
LUTOMOAOOHOM TAMU ObIAM UAEHTUDULIVIPOBAHBI
Ha CTAaAUM AVYMHKU TPEThero Bospacra. ITu
KAETKM TOpasp0 00Aee MeAKIe 10 pasMepy, YeM
MePBUYHAST ACTPOLIUTOTIOAOOHAS TAVS, U MMEIOT
BepeTeHO0Opa3Hyio popmy. [To mepe nmporexaHus
MeTamMopd03a MPeAIIeCTBEHHUKY aCTPOLIUTOTIO-
AOOHOI TAMV MUTPUPYIOT B IIPEAEAAX HEVIPOIIMAS
BAOAD aKCOHOB 1 3aTeM AU epEeHLIPYIOTCS YKe
B 3peAble KAeTKU. CeTb OTPOCTKOB aCTPOLIUTOTIO-
AOOHOI rAMM (GOPMUPYETCS Ha TIO3AHMX CTAAMSIX
Kykoaku (Omoto et al. 2015).

OcCHOBHasl pOAb aCTPOLUTOMOAOOHONM TAUMU
B pasButuu Drosophila melanogaster — y4actue
B 00pa30BaHMM OCHOBHBIX CTPYKTYP MO3I4Q, a TaK-
Ke YIIpaBAeHMe HaBUTraLyeil OTPOCTKOB BTOPUYHBIX
HerpoHoB (Spindler et al. 2009).

[Toka3aHo, YTO aCTPOLUTOMOAOOHAS TAVST MOKET
y4acTBOBaTh B (parounuTose B pa3BUBAIOIIENCS
HepBHou cucteme (Freeman 2015; Omoto et al.
2016; Tasdemir-Yilmaz, Freeman 2014).

Bo Bceit LIHC umaro Drosophila melanogaster
HaCUYUTbIBAETCs OKOAO 4600 KAETOK acTpOLIUTO-
IMOAOOHOI TAUM, 4YTO cocTaBAsieT 34 % oT Bceit
ranasbHoit monyAsiuuu (Kremer et al. 2017)

AcCTpouuTOnoA0OHAS TAMSI IPOAYLIMPYET aMu-
HOKVICAOTHBIE TPAHCIIOPTEPHI, HEOOXOAUMBIE AAS
o0OparHOro 3axBaTa rAyramMara ¥ raMMa-aMIHOMAC-
AstHoi1 KucAoThl (TAMK). TeM caMbIM AQHHBIN TUIT
TAVM TIPUHMMAaeT HEIOCPEACTBEHHOE y4yacTue
B CUHAIITUYECKOI ITepepade, obecreunBas basaHc
BO30Y>)KAQIOLIVMX M TOPMO3HBIX CUTHAAOB (Stacey
et al. 2010; Stork et al. 2014).

Ony6AMKOBaHVE Pe3yAbTaTOB TPAHCKPUIITOM-
HOTO aHAAM3a KAETOK aCTPOLUTOMOAOOHO TAUK
Yy AMMMHKY M y MIMaro OTKpbIBaeT LIMPOKME BO3-
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MO>XKHOCTU AASI AAABHENIIET 0 ICCAEAOBAHMSI PYHK-
uuit oaHHoro tuma kaetok (Huang et al. 2015;
Ng et al. 2016; Zhang et al. 2014).

KaeTku 00KAQAOYHOM TAUM TTAOCKOM (POPMBI
1 HEe UMEIT OTPOCTKOB. VX Teaa HaxoAATCsA
Ha MMOBEPXHOCTY HEMPONMASL, HO KOHTaKTUPYIOT
He TOABKO C KOPTMKAaABHOI 00AACTbIO, HO U C BHY-
TpeHHUMU CTpyKTypamu mosra (Kremer et al. 2017).

O06111e€ KOAMYECTBO KAETOK OOKAAAOYHO TAUN
cocrtaBaseT npuMepHo 3100. DT KAeTKM He Ae-
ASTCS Ha AMdMHOYHOM cTapuu (Peco et al. 2016),
Ha CTAaAMU paHHel KYKOAKY OHU I'MOHYT, HO CHOBa
o0pasyroTcs y)xe y umaro us Heipo6aactos I Tuma
(Omoto et al. 2015).

AQHHBIIT TUIT KAETOK TECHO CBsI3aH C aKCOHAMMU
u ¢ Tpaxessmu (Kremer et al. 2017).

KaeTku o6epThIBatoLLel TAMY IMEIOT ITAOCKYIO
BBITSIHYTYIO OPMY U IIOXOKU Ha TPSIAUL, CAOXKEH-
Hble B TpyOKM BOKpyT akcoHOB (Kremer et al. 2017).
DTUM OHUM HAIOMUHIOT HEMUEAUHU3UPOBaHHbIE
IIBAaHHOBCKIME KAeTKU MAeKonuTawinux. OAHaKo
00epThIBAIOLIAS TAMSI, B OTAUYME OT IIBAHHOBCKIX
KAETOK MAEKOIUTAIOLNX, AEAQET TOABKO OAUH
060poT BOKPYr 0AHOrO akcoHa. Ha mepudepun
AQHHBII TUIT KAETOK 0OopaumnBaer rnepudepuieckue
HepBbl. Ha AMYMHOYHOI CTapuM HaCEKOMOTO
KAETKU AQHHOTO TUIIA TAUU HE AEASITCSI, AOCTUTAS
Ha nepudepuuecKrx HepBaxX TUTaHTCKUX Pa3MepOB,
YTO MO3BOASIET BCETO TPEM UAU YEThIPEM KAETKAM
00epHYTb 0AVH HepB (Matzat et al. 2015). Y nmaro
KAETKU HauMHAIOT A bepeHnpoBaThCS U AQXKe
000paunBaIOT HEKOTOPbIe AKCOHBI MHAVIBUMAYAABHO
(Nave, Werner 2014 Stork et al. 2008).

ITokasaHo, 4To o0OepThIBatoLjast TAMs darouu-
TUPYeT AeOPUC OT AKCOHOB ITOCAE VX IIOBPEKAEHUS,
OCTaBASISI KTOHHEAN», 10 KOTOPBIM HOPMaAU3YyeT-
cs1 poct HeviputoB (Corty, Freeman 2013; Stork
etal. 2012). O01Iee KOAMYECTBO KAETOK 9TOTO TUIIA
TAUM BO BCel HEPBHOM CUCTeMe HaCUUThIBAeT
0K0A0 600 y 3peAbIX MyX.

1.2.4. Ilepugpepuiinas erus

[TepudepuitHast TAUS TIOAAEPKUBAET U 3aKAO-
4yaeT B 000AOUKY NepudepuiiHble HepBbI, BKAIOYAS
ABUTaTeAbHble U ceHCOpHble akcoHbI (Leiserson
et al. 2000), ToA0OHO IBAaHHOBCKUM KAETKAM MAe-
KonuTaoiux. KaeTku nepudepuitHoi rAun Mox-
HO Pa3AEAUTDb Ha IepyHeBPaAbHbBIE, CyOIeprHeB-
paapHble 'K, a Tak’ke 00epThIBAIOIYI0, BOKPYT
obpasyrouxcs nyukoB akcoHoB. Kak n B LJHC,
cyOnepuHeBpaAbHble KAETKY 00pasyloT Oapbep.
M nopo6Ho I'K LJHC, KA€TKM nIepUHEBPaABHOM
TAVM LIEAMKOM 00pasyloT CAOU TOABKO K KOHLY
AMUMHOYHOU cTapumn. KaeTku Bcex Tpex mopkaac-
coB nepudepuitHoN rauy OOAbLINE TI0 pa3Mepy,
a VX YMCAO He3HAUUTEAbHO. Tak, HarpuMep, CETMEHT
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HepBa bBHC AMYMHKM CBSA3aH TOABKO C 12 KAeTKa-
MU TIepUQpEPUNHON TAUN.

3akAuenne

MuTtepec x I'K 3HauMTEABHO YBEAMIMACS 32 MTO-
CAGAHME AECATHUAETHE N0 Mepe OCO3HAaHUA TOTO,
YTO IAMA SIBASIETCSI HEe TOABKO «OITIOPHBIMM» KA€T-
KaMM AASI HEIPOHOB, HO TaK)Ke PeryAupyeT BasKHbIe
aCIeKThI pa3BUTUA U GYHKLMOHMPOBAHMS HEPBHO
cucteMbl. Y mo3BoHOYHBIX ['K BRIMOAHSIOT omop-
HYI0, TPOUYECKYI0, CEKPETOPHYIO, pa3rpaHNyuN-
TEAbHYIO U 3alIMTHYI0 QYHKLuU. XOTs HepBHas
cucrema Dr. melanogaster OTHOCUTEABHO ITPOCTO
ycrpoeHa, ['K 06AapafoT aHaAOTMUHBIMY C MAEKO-
muTaomymn GyHkuusamu. Hecmorps Ha To, 4TO
MyX! He 00AaAQIOT 3aMKHYTOI KPOBEHOCHON
cuctemon, 'K obpasyroT aHasornunsii I'9b,

YTOOBI M30AMPOBATh HEMPOHBI OT OKPY’KaIoIeil
nx remoArM®bl. boaee TOro, AaXke pu 0OTCyTCTBUK
aAanTUBHOM MMMYHHOU cucTeMbl 'K Apo3oduabt
MPOSIBASIIOT HEKOTOPble UMMYHHbIE QYyHKLUY
MUKPOTAMM I03BOHOYHBIX, TaKVe KaK ITOTAOLLeHe
000A0Y€EK MepTBBIX HEVIPOHOB. V] HaKoHel, cyle-
cTByeT ocobbiit Tun 'K, mokpbIBamomx akCoH
U TEM CaMbIM BBITIOAHSIIOIUX POAD LIIBAHHOBCKUX
KAETOK MAeKonuTtamoiux. Mopdoaormyeckoe
1 GyHKLMOHaAbHOE cX0ACTBO ['K MAekonuTarommx
u Drosophila nosBoasieT ucnoabsosats Dr. mela-
nogaster AAsL U3ydeHUs TAMM in vivo. Eje opAHUM
IpeNMYILeCTBOM UCNOAb30Bauusa Drosophila
SIBASIETCSI BO3MOKHOCTD MccaepoBarhb 'K B -
TaKTHOM opraHusMme. /IcroAb3oBaHye pa3AMYHBIX
reHeTUYEeCKVX METOAOB Y CYLeCTBYIOIUIT LIVPO-
Kt BbI00p MapkepoB ['K mo3BoAsIIoT M3y4arhb Kak
otaeabHble Tunbl 'K, Tak u cuctemsr I'K.
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