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Hacrosimii 0630p nmocssiieH HelipalbHbIM CTBOJIOBBIM KJieTKam Drosophila melanogaster — neiipo6nacram. Dro-
sophila melanogaster — 3T0 XOpOIIIO OMUCAHHAsI U yIOOHAasi MOJIEJb 151 U3y4eHUs1 GyHKIIMOHUPOBAHMUS CTBOJIOBBIX
KJIETOK M MEXaHU3MOB, JieXKallliX B OCHOBE MM DepeHIIMPOBKY KIIeTOK. MHOTHE 3aKOHOMEPHOCTH, XapaKTepHbIE
ISl pa3BUTUSI HEPBHOM CUCTEMBI Ip0O30(dUJIbl, OOHAPYKUBAIOTCS U Yy YejioBeKa. [1oaToMy neTaibHOEe U3ydeHUE
HEeHpoOJIaCTOB SIBJISIETCS] aKTyaJbHOM 3amaueil Ijis pacIIMpeHUs HAIlUMX MPeICcTaBICHUM O Tpoliecce ACICHUs
KJIETOK 1 MeXaHu3Max ollyxojieobpa3oBaHusi. JlaHHbINH 0030p OyaeT choKycHpoBaH Ha MOCAETHUX JOCTUKEHUSIX
B M3YYCHUU HEHPOOJIacTOB MPO30(MUIIbI, BKJIIOYAs MX KiacCU(UKAIIUIO, TPOUCXOXKICHWE U ITyTH MuTpatnu. Kpo-
M€ TOro, Mbl NOAPOOHO OMUIIIEM ACUMMETPUYHOE JeIeHUEe HeipOOIaCTOB U €ro MOJICKYJISIDHbIE MEXaHU3MBbI.

Karouessvte caoea: Heiipobnact, HeliporeHe3, acCMMMeETpUUHOe nejieHue, Drosophila melanogaster
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B pa3BuTHM HEpPBHOII CUCTEMBI LIEHTPAIbHYIO POJb
WUIpaloT HelipalibHbIE CTBOJIOBBIC KJIeTKU. B xone ux ne-
JIEHUSI 00pa3yIoTCs pa3IMYHbIe TUITLI HEMPOHOB, YIIpaB-
JISTIOIIME CJIOXKHBIM IMMOBEACHUEM XXUBOTHBIX. U3BeCcTHO,
YTO HeIIPOHBI BOBHUKAIOT MMyTeM aCUMMETPUYHBIX JIeJie-
HMI1 CTBOJIOBOI KJIETKM: y OOJbIIE TOYEepPHEN KIETKA
COXpaHSIeTCsI CIIOCOOHOCTh K CaMOOOHOBJICHHIO, a
MEHBbIIIasl BCTYIAeT B Mpoluecchl nuddepeHmposku. C
TEYSHUEM BpPEMEHM TeHEPUPYIOTCS pa3IddHbIC TUIIbI
HEUPOHOB M INIMAJIbHBIX KJETOK, YEMY CIIOCOOCTBYIOT
TPAaHCKPUIMILIMOHHbIE WM3MEHEHUSI B KJIETKe-Tpealie-
CTBEHHUKE, a TAKXKe €€ IPOCTPAaHCTBEHHOE PaCIOJIOXKe-
Hue. KiieTouHbIi LUK HepaJbHBIX CTBOJIOBBIX KJIETOK
CKOOPAWHUPOBAH CO CTaAueill pa3BUTUSI OpraHU3Ma —
TaKMM 00pa30M CTPOTO peTryIupyeTcss BpeMeHHas 1 TKa-
HecrenupuyHas reHepalys onpeaeJeHHbIX HEMPOHOB,
4TO TIPeAOTBpalllaeT oOpa3oBaHUE ONMyXOJjeil HEepBHOU
TKaHu. Bce 3T KimodeBbie 0COOEHHOCTH XapaKTepHBI
st HelipobusiactoB Drosophila melanogaster, miomnymsip-
HOIO MOJENBHOTO OOBEeKTa B OWOJOTUU PA3BUTUS
(Homem, Knoblich, 2012; Li et al., 2014; Harding,
White, 2018). I'myOboko M3y4eHHBIN OHTOI€HE3 JIPO30-
GBI 1 MHOTOYHCJIEHHBIE TeHeTUYEeCKUE MHCTPYMEH-
ThI, HOCTYITHBIC IJISI SKCIEPHMMEHTOB, ITO3BOJISIIOT HE-
TaJbHO HCCJIEIOBaTh OMOJIOTMIO CTBOJIOBBIX KJIETOK M
HeliporeHes Ha JaHHOM OOBEKTE, YTO TOpa3ao CIOKHEE

Ilpunamete coxpamenus: ITHC — neHTpasibHasi HEpBHAs CUCTEMa,
I'MK — ranrnuosHasi matepuHcKas kietka, I1I1T — mpomMexyTou-
HBIN MPeaIIECTBEHHUK.
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choenaTh Ha MO MO3BOHOYHBIX XKUBOTHBIX. B vact-
HOCTH, HEMpOOGIaCTHI IPO30MIITBI SIBIISIOTCS TOITYJISIP-
HOI MOIEeNbIO 1T M3YYeHUs] aCUMMETPUIHOTO ACJICHUS
CTBOJIOBBIX KJIETOK I MEXaHW3MOB, JISXKAIIIMX B OCHOBE MX
npeBpalleHns1 B pakoBble KieTkn (Homem, Knoblich,
2012; Li et al., 2014; Harding, White, 2018). JlanHbIi1 00-
30p CYMMUPYET OCHOBHYIO MMEIOIIYIOCS Ha CETOIHSIIII-
HUI OeHb MHoOpMaLMio O Helpobiactax Drosophila
melanogaster 1 SIBIISIETCS TIEPBBIM 0030pPOM Ha 3Ty TEMY
Ha PYCCKOM SI3BbIKE.

. XAPAKTEPUCTHUKA
HEWPOBJIACTOB APO30®DUJIbI

Heiipo0biacTbl — 3TO HelipalabHbIE CTBOJOBBIE KJIET-
KM, Taloliye Havauo HelipoHaM 1 INIMaJIbHBIM KJIEeTKaM,
OIpenesisisi TEM CaMbIM KJIETOUHBIMA COCTaB 3aKJjIaIbIBa-
roleiicss HepBHOM cucTteMbl. bosiee AByxXcoT HelipobJa-
CcTOB (hOPMUPYIOT MO3T, COCTOSIIUI M3 THICSY HEMpo-
HOB, COCIMHEHHBIX MEXIY COOO0I B CITOXKHEHNIITNE CETH 1
OKPY:K€HHBIX ITOIICPXKUBAIOIIUMU TJIMAJILHEIMUA KJIET-
kamu (Jiang, Reichert, 2014; Harding, White, 2018).
BHemHe HelpoOacThl MPeACTaBISIOT CO00i KPYITHBIS
(10—12 MKM) KJIETKM TPUOIUBUTEIBHO CheprudecKoin
GOpMBI ¢ sIIpoM 0KOJIO 7—8 MKM B muamerpe. Mx acum-
METpUYHOE JIeJIcHNE NMPUBOIUT K 00pa3oBaHUIO OOJIb-
1Ieii KJIeTKM, KOTopasi TaK U OcTaeTcsl HelipoOacToM, U
MeHBbIIIei, KoTopast 00jamaeT CHIDKEHHOM ITOTEHTHO-
CTBIO U B JajibHelmeM nuddepeHInpyeTcs B HEMPOHBI
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Puc. 1. Tpu Tuna nenenus HelipobaactoB. Hb — Heiipobnactsl, TMK — ranrimosHas marepuHckast kietka, [1I1 — mpomexyToaHblii

npenmectBeHHUK (1o Harding, White, 2018, Open Access).

win mmanbHble kKietku (Prehoda, 2009; Hartenstein,
Wodarz, 2013; Jiang, Reichert, 2014).

Tunel Heiipo6aacToB. BeIaeasior Tpy TUMNA Helpaib-
HBIX CTBOJIOBBIX KileToK (Doe, 2017). Heiipo6aacTer 0
TUIA TP ACUMMETPUYHOM AEJEHUU JAIOT Hayaso KJIeT-
Ke, nuddepeHIMpYyIolIeiics B HEMPOH 0e3 KaKuX-JI100
MIPOMEXYTOUYHEBIX nejieHuii (puc. 1). Heipo6aacter I tn-
na B pe3yJibTaTe AejieHust GOpMUPYIOT CAMOBO30OHOBIISI-
IOIUiiCcsT HEPOOIacT U MEHbIIYIO TI0 pa3Mepy KJIETKY,
KOTOpasl TMojlydusia Ha3BaHWE “TaHIJIMO3Hasi MaTepUH-
ckasa kierka” (I'MK). 'MK nomsepraercst cuMmMmeTpud-
HOMY JEJIEHUIO, Y TOJYYUBIIMECS KIETKU TuddepeHIn-
PYIOTCSI B HEMpPOHBI WK INIKI0. Y HelpobiactoB 11 tuma
MUTO3 TPOXOAUT Mo Apyromy ciieHaputo. Ilocie acum-
METPUYHOTO JIeJIEHUsI MEHbIIasl KJIEeTKa — MTPOMEXYTOY -
Hblii ipeninectBeHHUK (I111) — BcTtynaer B ctaguio co-
3peBaHus, KOTOpas BKJII0YAaEeT B ce0si CEpUI0 OTpeieSeH -
HbIX W3MEHEHUIN TPAHCKPUIILIMOHHOM aKTUBHOCTHU.
Hanee 3penbiid III1 momoOHO HelipoOJacTy OEIUTCS
acumMMmeTrpuuHo 3—6 pas, dopmupya I'MK, kortopsle
TakXKe Mocjie OAUHOYHOTO JIeJICHUS TTPOU3BOIST I10 IBE
muddepennupypomuecs kiaetku (Homem, Knoblich,
2012; Liet al., 2014). Tak kak Heiipoonactsl I u 11 Turos
pa3InyaloTCcs MO YPOBHSIM 3KCIPECCUM PA3IMYHBIX Te-
HOB, UX MOXHO JIerko nuddepeH1IMpoBaTh C TOMOIIbIO
nMmMmyHodyopecuienTHoro MedeHust (Loesel et al.,
2006; Homem, Knoblich, 2012; Jiang, Reichert, 2014).

AcuMMeTpUYHOE JejieHHne Heipo06JacToB. ACUMMET-
pUYHOE JIeJIeHUE SIBISIETCS OTHUM 13 CITOCO00B (hopMU-
poBaHus nuddepeHINPOBAHHBIX KJIECTOK U3 TUIIOPUIIO-
TEHTHBIX CTBOJIOBBIX. [Ipu 3TOM IIpoucxoouT Iepepac-
npeaeyieHrue (pakTopoB, OTBEUAIOIINX 3a JAJILHEMIIIYIO
CcynbOy KieTKr. MoJeKyasspHble MEXaHU3MbI 3TOTO ITPO-
1Iecca XOpollIo U3y4YeHbl Ha CBETOBOM YPOBHE.

VY HeiipobnacToB B mHTEpda3e moagMeMOpaHHBIN aKk-
TUHOBBII KOPTEKC HaKaIUIMBaeT CIeludUIecKue Mop-
¢orennnie 6enku  (Prehoda, 2009). CoBOKYIMHOCTH
oIpe/e/ieHHbIX OSIKOB, CBSI3aHHBIX C KOPTEKCOM, Ha-
3bIBAETCS KOPTUKAIbHBIM ToMeHOM. HaunHas ¢ mpoda-
3bI, 3TU OEJIKM CMEIIAIOTCS K 0a3aIbHOM YaCcTH KIIETKH,
Oymyuu BRITECHEHHBIMU IPYIMMU (hbaKTOpaMu, 3aHUMa-

IOLIMMU aIllMKaJIbHOE pacIioyioxeHue. Tak hpopMupyroT-
¢S ABa TIPOTHUBOJIEKAIINX TOMEHA, KaXKIbIiA U3 KOTOPBIX
3aHUMAaeT IMIPUMEPHO MOJIOBUHY OT BHYTPEHHEI ITOBepX-
HOCTU MeMOpaHbl (puc. 2). OIMH TOMEH HaKaIlUIMBaeT
dakTophel, oTBevarolre 3a oopazoBanme 'MK — on
MIPUWJICKUT K 0a3aJbHOI MOJIOBUHE HelipoObJiacTa. ANu-
KaJIbHBII TOMEH COCTOUT U3 OCJIKOB, KOTOPBIC JOJIKHBI
ocTtaThCs B HeiipobGiacte. DTH JOMEHBI ONPEACHISIOT
alrKaJIbHO-0a3aJIbHYIO MOJISIpU3aliiIo Helipo0OIacToB U
0OCb, BIOJIb KOTOPOI (DOPMUPYETCSI BEPETESHO ICICHMUSI.

bazanbHbIl TOMEH MMEET B CBOEM COCTaBE TPU OC-
HOBHBIX OeJika: Prospero (Pros) — TpaHCKpMIIIMOHHBIH
dakrop 'MK, Numb — peryasarop TpaHCOOpTa IIpoOMe-
JKYTOYHBIX COEIMHEHWI U3 cUrHajibHOTO TyTH Notch u
Brain tumor (Brat) — ¢pakTop, cBsI3bIBaOIIMit 610K Ar-
gonaute-1 1 peryaupylomuii nmpoaykuuo MUKpoPHK,
HEOOXOAUMBIX JIJII pa3BUTHSA. MyTallMy Mo KaxXXaoMy U3
TpeX T€HOB, KOAUPYIOIIUX 3T OEJIKU, BbI3bIBAIOT YBEJIM -
YyeHMe Yunciia HelpoOIacToB U TIPUBOJIST K (hOpMUPOBa-
HU1o onyxoJieit Mmo3ra. Pros 1 Brat cBsi3bIBaloTCs ¢ KOp-
TEKCOM KJIETKU MocpeAacTBoM Oeika Miranda (Mir).
Numb MoOXeT NPUKPEIUISITBCS K KOPTEKCY CaMOCTOSI-
TeIbHO, ogHaKo O0enok Pon (Partner of Numb) momoraer
nenath 3To 6oiee a3 dekTuBHO (puc. 3a) (Knoblich et al.,
1997; Prehoda, 2009; Hartenstein, Wodarz, 2013).

AnukajabHblil JOMEH UMEET B CBOEM COCTaBe KJIIoUe-
Boit hepMeHT — arunuyHylo nporernHkuHazy C (aPKC),
KOTOpEI cnocobeH (ochopmanpoBatk Oenku Mir u
Numb, 9TO IPUBOANUT K AUCCOIMNAIINK OCIIKOB 0a3ajb-
HOI'o JOoMeHa OT KopTekca (puc. 36). B cBoro ouepens,
9TOOBI aIIMKAIbHBIN TOMEH He “pacnoi3ajics” 1o BceMy
Koptekcy, padbory aPKC nogasnsteT 6emmok Lethal giant
larvae (Lgl). C omHoii ctopoHbl, Lgl nHruoupyer atoT
¢depMeHT, ¢ Ipyroit — obaagaeT CHOoCOOHOCTHIO MTPEIOT-
BpalllaTh CBsI3bIBaHKE OEJIKOB alMKaJlbHOIO JOMEHa C
0a3ajbHOM YacThlo KJIeTKU. [TogoOHass perysiinus noji-
Jiep>XUBaeT 0a3ajbHbI 1 allMKaJbHbBII TOMEHbI B paB-
HoBecum (Knoblich et al. 1997; Prehoda, 2009; Harten-
stein, Wodarz, 2013).

Y MyTaHTOB TI0 TeHY numb He TIPONCXOIUT HapYIIIe-
HUs hopMUpPOBaHUS BepeTeHa ASICHMS, a B KIIETKAX T -

OUTOJOIUA TomM 61 Ne7 2019
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ANVKaJIbHBIA TOMEH
I basanbHblil noMeH

Puc. 2. [Tonspusanus HelipobiaacToB Bo Bpemst AeneHust. Hb — Helipo6iact, TMK — raHmmo3Hast MaTepUHCKas KJIeTKa (OpHT.).

KOro TUITA TIPU pa3pyllIeHUH BepeTeHa AeJICHUS KOJILe-
mugoM Numb HeM3MEHHO cMelmaeTcsl Ha 0a3aibHYIO
JacTb MeMOpaHbl. TakiuM 00pa3oM, annKaJIbHO-0a3aJb-
Hasl TTOJISIPU3alIisI U OPUEHTALIMSI OCU BepeTeHa NeJICHUS
B Helipo0bJiacTax MPOUCXOASAT HE3aBUCUMO APYT OT Apyra,
HO OIHOBPEMEHHO, HWCITOJb3ysd HEKOTOPYIO 3aJaHHYIO
och nosgpuzanuu (Knoblich, 2001; Prehoda, 2009).

CBs3bIBaeT 3T ABa npolecca 6e1ok Inscuteable (Insc).
b0 3aMedeHo, UTO B KJI€TKaX, B KOTOPBIX OH 3KCIpec-
cupyetcs (B HOpMe 3TO HelpoOIacThl), BEPETEHO IeJle-
HUSI OPUEHTUPYETCS TIePTIIEHIUKYISIPHO COOTBETCTBYIO-
IIEMY CJIOIO KJIETOK, a IPU €ro OTCYTCTBUU — B TNIOCKO-
CTH 3TOTO CJIOS. MOJIeKyISIpHBIM aHaJIW3 ITOoKa3aj, 4TO
Insc cBs3BIBaeTCS C OBYMs BaXKHBIMU KOMILIEKCAMU
6eakoB (puc. 4) (Kraut et al. 1996).

IlepBBIii KOMIUIEKC IIpeIcTaBiIeH OejIKaMu ceMeii-
ctBa Pins, JokKanmM3yloImMMHUCS B anuKaJbHOM YacTu
KieTku, GOo-cyOobenuHULICH IS Mepenayd CUTHajla U
6enkoM Mud, CBS3BIBAIOIIMMCS C MUKPOTPYOOUYKaAMMU.
Jlokanuzauusg Mud B anmMKaJbHOI 4acTHU KJIETKH MpU-
BOJIUT K COOTBETCTBYIOIIIECI OpUeHTAIIMU BepeTeHa aee-
HUs. BTopoii KOMILIEKC BKIIIOYAET B ce0s OeJIK1 ceMeii-
ctBa Par, KoTopbie CBS3BIBAIOTCSI C BBIIIECYIIOMSIHYTOM
aPKC, 3zamyckass mnpolecc moJsipu3allMd KoOpTeKca
KIIeTKU. B mTore kimerka menmTcsi, oOpasysl HepeTsKKY
MeXay OaszajJlbHbIM U  alMKaJIbHBIM  JOMEHaMU
(Knoblich, 2001; Prehoda, 2009).

Jlokanmu3anusa Heipo0JacTOB B SMOpHOHE W JIMYHMHKE
TpeThero Bo3pacta. HelipoGiacThl, Kak IMpaBuJio, pacro-
naratorcs 6ake K nopepxHoctu LITHC. B amGproHe Ha
9—13 cramum HaOmMomaeTcsd II0J0CKa HEHpoOIacToB,
MIPOTSTUBAIOIIASICS OT TOJIOBHOTO 0 OPIOIIHOTO KOHIIA,
KOTOpBIit 3arubaercst Brnepen (puc. Sa). Ha 11 craguu,
Korga 3MOpPUOH CTaHOBMUTCS YETKO CErMeHTHUpPOBaH-
HbIM, HEHpOOJIACThl YCIIOBHO MOXHO MOACIUTh Ha ro-
JIOBHbBIE, TPYAHbIE U OpIOIIHBIE (pUC. 50).

LleHTpanbHYIO HEPBHYIO CUCTEMY JIMUYUMHKU pasaelis -
IOT Ha JBE OCHOBHBIX YaCTHU: MO3T U BEHTPaJIbHbII HEPB-
HBII cTBOM. Kaxmast yacTh COmepKUT CIeln(pUIecKre
el HelipoOiacThl. B BeHTpalbHOM HEpBHOM CTBOJIE pa3-
JIMYAIOT TPYAHBIEC Y OPIOIIHbIE HEMPOOIACTHI, YTO OTpa-
JKaeT CETMEHTHI, B KOTOPBIX B ITpoLecCe SMOPUOHAIBHO-
ro pa3BUTHS 00pa3oBaMCh 3TU KieTKu (puc. 6). Bce

LIUTOJIOTUS Ne 7
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HeipoOJIacThl BEHTPaJIbHOIO0 HEPBHOIO CTBOJIA OTHO-
carca X 1 tnmy. B Mo3re pa3anmyaioT cOOCTBEeHHO Heli-
po06IacThl IOOHBIX JOJIEH, TPUOOBUAHBIX TEJI 1 3a4aTKOB
ONTUYECKUX A0JIeii. B oTimune ot Bcex OcTajlbHbBIX, HEM-
po0JIaCThI 3a9aTKOB ONTUYECKUX AOJIEH ITOSIBIISIIOTCS HE
B OMOpPUOHAIBHBIN TIEPUOJI, a YK€ Ha JUIYMHOYHOH cTa-
IVW, U UX IIPUYMCIISIIOT K Helipobiaactam 0 tuma. Heii-
po0JIacTOB TPMOOBUIHBIX TEJI BCETO YEThIPE Ha KaXKOIOM
JI0OHOI noJie. B 1ieHTpajJbHOM OTHIEIe MO3Ta IIPUCYTCTBY-
10T HelipoOnacTthl Kak I, Tak u 11 TUITOB, HO UX OJIOXEHE
OTHIONb HE CIy4yaitHo. B KaxaoM IoJrylapuu BCEero BO-
ceMb Helipoonactos 11 Tuma: 1mecth B 3agHEN 1OP30OMEIN -
ajibHOI o6yiacTu 1 nBa jarepajibHee (Homem, Knoblich,
2012; Doe, 2017). Oxono cotHu HelipobnacToB I Tuna
pa3opocaHbl IO OCTaJbHOI MOBEPXHOCTU LIEHTPATBHOTO
Mo3ra (puc. 6).

HENPOBJIACTbBI BOHTOTEHE3E APO30®UJIbI:
OT ®MBPMUOHA 10 MMATI'O

ITpoucxoxaeHne u Murpamusi HeiipooaacTos. Heiipo0-
JIaCTBI OE€pYT CBOE HAYajI0 13 3KTonepMbl. B panHeM aM-
OpuoreHese (¢ 9 ctanuu 10 aTjiacy pa3BUTHUS Ipo30du-
ne1) (Hartenstein, 1993; Hartenstein, Campos-Ortega,
1997) skTomepMa moapasaesieTcsl Ha HEMPOIKTOAEPMY
u snuaepManbHyto skroaepmy (Hartenstein, Campos-
Ortega, 1997). B oTinune OT MO3BOHOYHBIX, Y KOTOPBIX

bazanbHblil 1oMeH

B AnukanbHBI TOMEH

Puc. 3. ®akTopsl 6a3aJbHOrO JOMEHA M MX B3aUMOICICTBIE
¢ aTunuyHol nmporenHknHazoit C. P — docdarHas rpymnmna

(opwr.).
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Puc. 4. benok Insc (kpacusiit yeem) cBsi3pIBaeT nBa KoMruiekca 6eiakoB. Par/aPKC (cunuii ygem) orBevaeT 3a mpoliecc Mmojsipyu3alnm
KopTekca HelipoosactoB, Pins/Go/Mud (3enenbiii ysem) — 3a MpaBUIIbHYIO OPUEHTALIMIO BEpeTeHa NejieHusl (OpUT. ).

BCSI HEHIpOAKTOIepMa MUHBarMHUPYET BHYTPb 9MOpHOHA
n oOpa3yeT HEpBHYIO TPYOKY, V OSCITO3BOHOUYHBIX €I1-
HUYHBIE HEMPOOJIaCThI MUTPHUPYIOT BO BHYTPEHHM 3a4a-
TOK HEPBHOM TKAaHW ¥ HAUMHAIOT ACIUTHCS aCUMMETPIYI-
HO. Murpanust IIporucXoauT B IIpeneiax IIoJI0CKM OpIoI-
HOM 3KTOIEPMBI, cOCTaBistomIeii mpuMmepHo 100 KieTok
B IIMHY U 8—9 B IMMPUHY — CTOJOYATOM SHUTEINU
(Hartenstein, Wodarz, 2013). OH maeT Havajo 15 Heitpo-
MepaMm (CerMeHTapHbIM YydyacTKaM) (dopMUpyoleiics
ILHC. Cron6yaTbiM 3NUTEINI Ha3bIBAETCS, TOTOMY YTO
B KaXIOM TOJycerMeHTe (KaXIblii CerMeHT IeJIMTCS
LIEHTPAJIbHOU MOJOCKOI Ha IBEe TOJOBUHBI, B KOTOPBIX
cerperaiysi HeiipoOJIacTOB UIET CUMMETPUYHO) BbIJIE-
JISTIOT 3 OCHOBHBIX CTOJIOIA, B KOTOPBIX MUTPUPYIOT HEli-
po06IACTRI: MEAUAIILHBIN, TIPOMEXKYTOUYHBIN U JIaTepalb-
Hbl (puc. 7). Helipo6macTel Mo3ra o0pa3yloTcs B 00J1a-
CTHU TOJIOBBI ®MOpmMoHa. Mwurpanmns HeipoOIacToB M3
BEHTPAJIbHOM HENPOIKTOAECPMBI IIPOTEKACT B 5 BOJH
(S1-S5) (Hartenstein, Wodarz, 2013). Ilo utoram S1
BOJIHBI MUTpUpyeT 6 wian 10 HelipadbHBIX CTBOJIOBBIX
KJIETOK Ha KaXXIOM I'PYAHOM WX OPIOIIHOM MOJycer-
MEHTE COOTBETCTBEHHO, ocje S2 BOJIHBI — 6 Heiipobiia-
CTOB Ha MOJyCETMEHT, BoJHa S3 nobaBiseT emle 4 KJIeT-
KM, Ha TOCJeAHUX ABYX BosHax S4—S5 murpupyer 11
Helipo06J1acTOB Ha KaXXIOM MOJYyCeIrMEHTE U OJUH cepe-
nuHHBIM Ha cerMmeHT (Hartenstein, Campos-Ortega,
1997). B utore obpazyercs okojo 30 HeiipoOIacToB Ha
nonycermeHT amOpuoHa (Harding, White, 2018).

MexanusMm cerperaiiy HeMpoOJIacTOB U3ydeH ITOKa
TOonbKO Ha BoysiHe S1. CHayajla B HeHpo3KTOomepme
000CO0III0TCS TPYHITLI U3 6—8 KJIETOK, Kaxaast U3 Ko-
TOPBIX ITOTEHIIMAILHO CIIOCOOHA CTaTh HEMPOOIACTOM.
OTH TPYHITHl HA3bIBAIOTCS MPOHEepaTbHBIMU KJlacTepa-
MU, 1 IX 00pa30BaHUIO IIPEAIIECTBYET IIOBBIIIICHNE 9KC-
Ipeccuu TeHOB achaete, scute u lethal of scute. DKcrpec-
CHUSI 3THX T€HOB, B CBOIO OYepelb, aKTUBUPYETCS IIPO-
NYKTaMU TE€HOB, 3KCIPECCUPYIOIIMXCS B CTOJI0YATOM
SMUTEINN NEPUOINIECKUMU MTPOAOJILHBIMHU U TTOTIEpey -
HBIMU TTojiocaMU. M3 KaxXaoro mpoHeMpajabHOTO KJja-
CT€pa B UTOIC MOXKET MUTPUPOBATH TOJIBKO OOWUH Hel-
pobsact. BeiOOp KJIeTKM U3 KJlacTepa, KOTopasi CTaHeT
HelpoObyiacToM, MPOUCXOAUT MOCPEICTBOM CUTHAJIBHO-
ro MexaHu3Ma, cBsI3aHHOro ¢ reHoM Nofch. Peuientop
Notch (N) u ero nmurang Delta (DI) o6pa3yior mexmy
KJIETKAMHM XOPOIIIO OTJIaXXESHHYIO IIeT/II0 OTPULIATSIbHOM
00paTHOI CBSI31, KOTOpasi IIPUBOAUT K TaK Ha3bIBAEMO-
My JaTepajJbHOMY MHTHOMpoBaHUIO. B mtore, mHrnom-
poBaHHBIC IIepUdeprUIeCKre KIETKN TEePSIOT BO3MOX-
HOCTh CTaTh HelipoOjiacTaMU U UX SIIpa CMEIIalTCs B
anuKaJbHYIO YacTh KJIETKU, TOTIAa KakK €IWHCTBEHHasi
HEMHTUOMpPOBaHHAsI KJIeTKa B KJjacTepe HauMHaeT T0-
rpy>KaThCsl Mo 6a3ajabHBIN CJIOM U CTAHOBUTCS, B KOHILIE
KOHIIOB, HelipobiiacToMm (puc. 8). B xone mepBoro aese-
HUSI 00pa30BaBIIerocst HelpoobaacTa MPOUCXOIUT Pa3Bo-
poT ocu BepeTeHa nejieHrs Ha 90°: U3 TTIOCKOCTH, apa-
JICIBHOI CJIOI0 3MUTEIMAJIbHBIX KJIETOK, B IIJIOCKOCTH
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Puc. 5. PacnosioxeHue Helipo6iacToB B aMopuoHax 9 (a) u 11 (6) craguu (opwr.).

MepIeHANKYIISIPHYIO eif. B mocnenyiomux nejeHusx och
dopmupyeTcst cpa3dy B NpaBWILHOM OpHWEeHTAIlnH, 0e3
pasBopota (Hartenstein, Wodarz, 2013).

JIBe BOJIHBI JejeHHsA HeipooOaacToB. Pasnmuaror gBe
BOJIHBI aKTUBHOTO JAEJCHUSI HelipoOacToB, pasneicH-
Hble TiepuomaoM Iokos (puc. 9) (Hartenstein, 1993;
Knoblich, 2001; Prehoda, 2009; Homem, Knoblich,
2012; Li et al., 2014). ITepBasi BoJHa MPOUCXOAUT B OM-
OpUOHAJIBLHBII MEPUOL Cpa3y IOCie MUTpallui HEMPOO-
JIaCTOB U3 3MKUAepMaIbHOrO cios. HeiipaibHble CTBOIO-
Bble KJIETKM akThBHO ImpousBogaT I'MK, yxomsinue
BIJIyOb SMOPHMOHA U IPOU3BOASIIME B NaJIbHEHUIIIEM Heli-
pousl quunHouHOi IIHC. deneHue >MOpMOHATBHBIX
Hepo01acTOB IIPOVCXOIUT HACTOJIBKO aKTUBHO, YTO OHU
HE YCIIEBalOT JaXXe BOCCTAHOBUTH MCXOIHBIE pa3Mepbl
nepen o4yepeaHbIM ACJICHUEM U B UTOI'€ CUJIBHO YMECHb-
matorcst (Prehoda, 2009). ITocne nepBoii BOJHBI Aese-
HMSI HacTyHaeT IIEpUOH IIOKOsI, B T€YECHUE KOTOPOIO
HelpoOsacTbl He AENSTCS W BOCCTAHABIMBAIOT CBOIt
obweM. MckimroueHneM SIBIISIIOTCS HEelpoOJIacThl Tpudo-
BUIHBIX T€JI — OHU HPOHOJIKAIOT AEIUTHCS BIUIOTH IO
CcTauy TO3AHeN KYKOJKM Oaroaapsi MpoaosKamolei-
Cs1 DKCIPECCUU TPaHCKPUIMIIMOHHOTO (hakTopa Eyeless
(Harding, White, 2018).
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Ha nmocnenyiommx cragustx SMOpHMOHaAITBHOTO pa3BU-
TUSI HEKOTOPBIe Helipo61acThl (B OCHOBHOM OpPIOIIHBIE)
HorubaroT IyTeM aIonTo3a, B pe3yabTate yero LIHC nu-
YUHKW COIEPKUT MeHbIle HelpoobmactoB, yemM ITHC
aMbpuoHa (Hartenstein, Wodarz, 2013). AmonTo3 Heli-
pobiacToB OyaeT MOAPOOHO OIMMCAH HUXKE B pasaelie
“AronTo3 OpIOIIHBIX HeHpoOIacToB”.

Y no3gHuX TMYMHOK IMEPBOrO BO3pacTa MOCTEIIEHHO
HayMHAaeTCs BTOpasi BOJIHA aKTUBHOTO Je/ICHUST HEIpoO-
nactoB (Homem, Knoblich, 2012; Hartenstein, Wodarz,
2013; Jiang, Reichert, 2014). OHa npoaoJKaeTcst BIUIOTh
IO CTaANU KYKOJIKU, 3aTeM CHOBa CTHUXaeT, U Helipobia-
CThl BCTYNAalOT B IIOC/IeAHEE, TepMUHAIbHOE NeJICHUE
WU Xe TTorubarot myTeM anonto3a (Pinto-Teixeira et al.,
2016). B otsiiume oT ITepBOit BOJIHEI, HEipoOIacThI BOC-
CTaHABJIMUBAIOT UCXOOHEIN 00BbeM Ilepel KaXKIbIM Jelie-
HueM. braromaps sToMy OHM MOTYT IEJIUTHCS OOJIbIIIEe
KonumuecTBo pa3 (Prehoda, 2009). 3HauuTtenbHy10 YacTh
BTOPUYHBIX HEMPOHOB IIPOU3BOIAT Beero 16 Heiipobia-
ctoB Il Tuma (Homem, Knoblich, 2012). Takum o0pa-
30M, [1I1 3HaUUTENbHO YBEAMYUBAIOT MPOU3BOIUTEb-
HOCTb HEPOOIacTOB.

Ilepuon mokost HeiipoOaacToB U BBIXOA U3 Hero. Kak
OBLIO CKA3aHO BHIIIIE, TOCIEC OKOHYAHUS TIEPBOM BOJTHBI
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Puc. 6. PacniosioxxeHue Heiipo01acTOB B MO3Te JIMYMHKHU IPO-
30¢unbl Tpethero Bo3pacta. Hb — Heitpobmacte, BHC —
BEHTpaJIbHBI HepBHBIA cTBON (1o Harding, White, 2018,
Open Access).

JeJaeHUsT HelpoOacThl BCTYNAIOT B IIEpUOa MOKos (3a
HMCKJIIOUeHUEM Helipo01acToB rpuOOBUIHBIX TEJT) M BbI-
XOOST U3 HETro, KOraa JMYMHKA BUTYIUISICTCS M HAaUMHa-
eT nmuTathbesl. HelipoOiacThl B IEHTpaJIbHOM MO3Te peak-
TUBUPYIOTCS TIEPBBIMU B TeueHUE 24 4 Mocje BbUIyILIE-
HUSI JIMYMHOK. 3a 3TUM cJeayeT MpOIoIKeHUE
npoiudepaliu rpyaHbIX HeiipooaacToB yepes3 30 49 1o-

CAVIAKOBA u np.

clie BBUIYIUICHUS, a 3aTeM — OPIOLIHBIX Heiipo6IacToB
yepe3 50 4 nmocne BeutyruieHus (Ito, Hotta, 1992; Sousa-
Nunes et al., 2011). Takoii mepenHe-3agHUI TpagUEeHT
peaKkTUBALIM PETryIupyeTcs oeaKamu rpyiibl Polycomb
(PcG), yneHbl KOTOPBHIX UHTMOUPYIOT SKCIIPECCUIO Te-
HOB Hox B MO3Te U TeM CaMbIM CITOCOOCTBYIOT IIPOIOJI-
XKampleiica npoaudepanuu HelipodmactoB  (Yagh-
maeian et al., 2018). OgHaKo MexaHU3M JIEHCTBUS 3TUX
OEJIKOB Bce ellle HEM3BECTEH.

JIro6omnbiTeH TOT aKT, YTO TOJIBLKO 25% Helipobna-
CTOB BCTyHaloT B cTaHmapTHyo G,-da3y, a ocTaabHbBIC
75% MOCTAMOPUOHAIBHBIX HEHPOOJACTOB BBIXOAST U3
kJeTouHoro uukia B G,-daszy (Otsuki, Brand, 2018).

O MOJIEKYJISIDHBIX acleKTaXx IIepruojia IOKOsI U3BECT-
HO He Tak MHOTO. benok Tribbles rmpenoTBpaliiaeT najib-
Helilllee MpoTeKaHWe KJIETOYHOIO 1IMKJIa IyTeM Jerpa-
Al HEKOTOPHIX 0EJIKOB, OJHAKO 3TO MOKAa3aHO TOIb-
KO ISl KJeToK, Berymnatomux B G, mokoit (Otsuki,
Brand, 2018). Kpome ToTrO, peryasgTop TpaHCKPUITLINHN
Pros, o KoTopoMm 1jla pedb B pasjelie, IMOCBIIIEHHOM
aCUMMETPUYHOMY AeJICHUIO HEeHpoOIacTOB, CUUTAETCS
BO3MOXHBIM WHTMOWUTOPOM HajibHEHIIen Iponandepa-
nuu. O0 3TOM CBUIETEJILCTBYET HAKOIUJIEHWE HAaHHOTO
Oesika B sape B mepuon mokos. Ilpenmonaraercs, 4To
Pros peiicTByeT Kak OMHApHBIN TIEpeKITIOUaTeIb MEXKITY
HelipoosactoM 1 ' MK: muiieHsiMu 11 Pros siBistioTCst
TeHBI, YYACTBYIOIIYE B PETY/ISLIMM KJIETOYHOIO IIMKJIa
HelipobiactoB 1 nuddepeHurpoBke HeripoHoB (Hard-
ing, White, 2018). OgHako BOIIpOC O TOM, KaK UMEHHO
OIMH OeJIOK MOXET BBI3BIBATh JIN00 NU(pdepeHIIPOBKY,
100 BCTYIUIEHUE B MEPUO ITOKOsI, ITOKAa OCTAETCS OT-
KPBITHIM.

Brixon Helipo6iacToB 13 eproaa IMoKosI UHAYLUPY-
eTCsI HauaJIoM MUTaHUS TNIUHKKA. DaKTOphI, CEKPETH-
pyemble KJIeTKaMU KMPOBOIo Teja JMUMHOK U HeoOXO-
IVMBIE 111 pocTa Tejia TnYnHOoK (SunA, B u GBP), Bo3-

JlaTepanbHasi cTopoHa

/ \ / \

[
\‘//) \\_//J

ITonycermeHT

(CH

LlenTpanbHas moaocka

Puc. 7. Murpaius Heiipo61acTOB B CTOJI0UATOM IMUTEIUN Ha cTanusix 9 (caesa), 10 (6 yenmpe) u 11 (cnpasa). YepHble IMHUM yKa3bl-
BalOT IPaHULIbI TTOJIyCErMEHTOB HeiipoMepoB. Helipo61acThl MOKa3aHbl B BULE YGemHbIX KPye08; LIBeTa 0TOOpaxaloT BOJIHBI, BO BpeMsl
KoTopbix MurpupoBan Hb (cunuit — S1; mypnypHbiit — S2; 3eneHbiit — S3; kpacHblit — S4—5). Homenkiatypa o Doe (1992). MC,
I1C u JIC — MenuanbHblii, TPOMEXYTOUHBIN U JIaTepabHbli CTOJIOLBI cooTBeTCTBeHHO. Hesakpamennslie HB He nensTcst kak cTBo-
JIOBBIE KJIETKH, a TIOABEPTaloTCs TOJbKO OTHOMY NalbHEMIIeMy IeJIeHUIO ¢ 00pa30BaHUEM IBYX KJIETOK, AUbdepeHIIMPYIOIINXCS B
HelpoHEl. He3akpaleHHEbIe ¢ ITyHKTUPHOI rpanuiieit S1 Hb Murpupyior B OpIoIIHbIX cerMeHTax, Ho He B TpynHbIX. CHB — cepenmn-

vo1ii HB (opwur.).

OUTOJOIUA TomM 61 Ne7 2019
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Puc. 8. Jenamunanust Heiipo6JacTOB U3 MPOHENpaIbHbIX KJIACTEPOB (OPUT).
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Puc. 9. /Ise BosiHbI HeliporeHesa y npo3oduibl. Co cranguu 9 amOproreHe3a U3 HelPOIKTOAEPMbl MUTPUPYIOT HEMPOOIACThl U BCTY-
MaloT B IEPBYIO BOJHY NesieHus1. K KOHIly SMOPHMOHABHOTO Pa3BUTHSI MX MUTOTUYECKAasi aKTUBHOCTD 3aTyXaeT (3a UCKIIIOYEHUEM Hell-
poGIaCTOB rPUOOBUIHBIX TEJT) M HAYMHAETCSI BHOBb Ha BTOPOI BOJIHE JIeJICHUSI B TTO3MHUX JTMYMHKAX [TEPBOTO BO3pacTa (Opwr. ).

MEeMCTBYIOT Ha MHCYJIMHCEKPETUPYIOIINE KIETKN MO3Ta,
MNpUBOASL K BbIPAOOTKE WHCYJIMHOMOMOOHBIX TENTUIOB.
Ion neiicTBMEM 3THX MENTHIOB TIMATbHBIE KIIETKU, B
CBOIO OYepenb, BBIICISIOT (haKTOpbl, KOTOPbIE BO3IEHi-
CTBYIOT Ha HEHPOOIACThI, TEM CAaMBIM BKJTIOYAsl ¥ TTOIIEP-
>KMBasl UX pocT u npoaudepaumio (Harding, White, 2018).

Anonro3 OpromHLIX HeipooaacToB. HeiipoGiaacThl
Npo30GhWIbI SBJISIOTCS YIOOHOM MOAEIBIO 1151 UCCIEN0-
BaHUS MporpaMMUpyeMoit KieTouyHoil cmepTu. CTouT
HarOMHUTb, YTO HA MEPBOI BOJTHE NIeJIEHUS KaxKAbIii TTO-
JIyCeTMEHT 3MOpHOHA CoaepKUT IpruMepHo 30 HelipoO-
nactoB. Ko Bropoii Botie B BHC ocTaetcs mo 23 Heli-
pobJjiacta B KaXIIOM TPyIHOM TlojlycermMeHte, 12 Heii-
po0bJ1acToB B MEePBbIX, 4 HelipobacTa BO BTOPBIX U BCETO
no 3 HeipoO1acTa B OCTaIbHBIX OPIOIITHBIX TTOJTYCETMEH-
tax (Pinto-Teixeira et al., 2016). OcTajnbHBIe THOHYT ITy-
TeM anonTto3a. Ilocie BTOpoii BOJHBI AeJEHUS BCe
ocTaBIlMecs: OpIOLIHbIE HEMPOOJIACThI TaKXKe MOoaBepra-
10Tcs anonTto3dy. UMeHHO Mo3TOMYy MOJIEKYJISIDHbIE Me-
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XaHU3MbI KJIETOYHOM TUOEIU UCCIIEIYIOTCS HA 5TOM TH-
Tie HeipoOIacToOB.

ITporpammupyemMast cMepTh OpPIOIIHBIX HEWpOOIa-
CTOB 3alrycKaeTrcst oeakom Abdominal-A (AbdA), oTHO-
cdlieMycs K 4ucily NpoAyKTOB reHoB cemelictBa Hox,
KOTOpBI€ B 3aBUCMMOCTH OT IMPOCTPAHCTBEHHOTO PacIio-
JIOXKEeHUs HeiipobsacTa onpeaessioT ero JajbHeunIyo
CyIp0y. DKCIIpeccusl reHa, KOIUPYIOLIETO 3TOT OEJIoK,
SBJISIETCS pe3yJbTaTOM aKTUBalUK perentopa N JIMraH-
noM DI y rmmaibHBIX ITOTOMKOB HelipoOiracToB. Takum
o0pa3oM, caMM MOTOMKM HeHpoOJacTOB BBI3BIBAIOT UX
arnornTo3, rapaHTUPYsI CMEPTh TOJILKO IMOCJEe TOro, Kak
OHHU 00pa30BajM HEOOXOAMMOE KOJIMYECTBO HEHPOHOB U
KJIeToK muu. OmpHako CrocoOHOCTb BOCHPUHUMATH
CUTHaJI, 3aITyCKalOII1i1 afloITo3, OpIolIHbIe Heiipobia-
CTHI IIPUOOPETAIOT TOIBKO K KOHITY aMOpuoreHesa (Pin-
to-Teixeira et al., 2016).

AbdA Moxer cBs3bIBaThcs ¢ 3HxaHcepoM NBRR
(neuroblast regulatory region), pacrojiararoiInMcs MexK-
Iy TeHaMMu rpr 1 grim. bnarogapst koreauHam, cOJIMKaio-
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Puc. 10. Mexanu3m anonTo3a OpIonrHbIx HelipooimacToB npo3oduisl. a — ['enst RHG grim, reaper v skl HeakTUBHBI B HEQIIONTOTUYE-
CKUX KJIETKaX, 4To mo3BoisieT DIAP1 cBs3bIBaTh 1 MHIMOMPOBATH Kacnasbl. AMOINTO3 UHAYLUPYETCS MOCie aKTUBALMU TPAHCKPUII-
uu reHoB RHG. CssasbeiBanie RHG ¢ DIAPI cnioco6¢TByeT ero 060poTy M BRICBOOOXKIAET Kacmnasbl. 6 — MeXIeHHBIM 9HXaHCep
NBRR HeobxommMm 115 anornrTo3a HeiipoO1acToB U i 9KcIpeccuu okpyxatommx reHoB RHG. ¢ — Mogens perynsiiuu reHoB RHG
nocpeactsom JJHK-B3aumoneiicteuit mexxny npomoropamu NBRR 1 RHG, onocpenoBaHHBIMU KOT€3MHOBBIMU KOMIUIEKCaMU (I10

Harding, White, 2018, Open Access).

muM ydactku JIHK, mpoucxomut B3ammoaeiicTBue ¢
poMOTOpaMU TeHOB reaper (rpr), grim U sickle (skl) n
CUHTE3UPYIOTCSl O€JIKU, SBISIONIUECS YJleHaMU ceMeii-
ctBa RHG (Reaper, Hid u Grim) — peryiasaTopsl arorTo-
3a. B orcyTcTBME aKCcTIpeccuu reHoB rpr, grim U skl Kacma-
3bl, 3aMycKalllde arnonTOTUYECKWEe peakliuu, UHTUOU-
poBaHkbI B3aumopeicteueM ¢ oeikoM DIAP1 (Drosophila
Inhibitor of Apoptosis Protein). CooTBETCTBEHHO, B aI10-
NTOTUYECKHUX KJIETKaX MPOUCXOIUT IKCIIpeccusi OeIKOB
RHG, xotopsie cBsi3biBatoTcst ¢ DIAP1 1 KOHKYpEeHTHO
BBITeCHSTIOT cBsi3aHHEIe ¢ DIAP1 kacnmasel, mpuBoast K
UX aKTUBAallMMU, a TakXe CIOCOOCTBYIOT YBEJIMYEHUIO
obopora DIAPI1 (puc. 10) (Arya et al., 2015; Harding,
White, 2018).

TepmuHabHOE JejieHHe HeiipodaacToB. B To Bpemsi
KaK 3MOpHMOHAJIbHEIE W ITOCTAMOpUOHAILHEIE OpIOII-
HBbIe HEMPOOIACTHI YCTPAHSIIOTCS ITyTEM amonTo3a, I10-
CTOMOpUOHAaJIbHBIE TPYIHbIE U TOJIOBHbIE HEMPOOJIACTHI
MOABEPraloTCsI TEPMUHAIILHOMY ACJICHUIO B JIMYMHOY-
voit ITHC. Mx okoHYaTeIbHOE CUMMETPUYHOE JIeJICHUE
WHIYLIUPYETCs HAKOTUIEHUEeM B siipe Pros, 4To mpuBo-
IUT K ITOJABJICHUIO T€HOB CAMOOOHOBIIEHUSI U CIIOCO0-
cTByeT nuddepeHnmponke. HemaBHO OBIITO MOKa3aHoO,
gyro MPHK-cBsa3biBawoiue 6enku IGF-II (Imp) u Syn-
crip (Syp) y4acTBYIOT B peryisiiiuy HakoruieHus Pros B
Helipoomactax LIHC. B To Bpems kak Imp ciayXuT mis
WHTUOMPOBAaHUSI TEPMUHAJIBHOTO IEJICHUST B JIMYMHOY-
Hoit LIHC, skcnpeccuss Syp, HalIpoTUB, He BHI3BIBAET
HakorieHus 6eiKa Pros 1 paHHeTo TepMUHAIILHOTO JIe-

neHus. IlartepHbl aKkcnpeccuu Imp u Syp MEHSIIOTCS B
3aBUCUMOCTH OT Pa3BUTHUS APO30(IIILI U 3aBUCAT OT Ha-
JIMYMS 3KIM30HA — CTEPOMIHOTO TOPMOHA, KOTOPHIM
criocoocTtByeT MeTaMopdosy (puc. 11) (Harding, White,
2018). TakuMm obGpa3zom, TepMUHaIbHOE IeJICHUE HEli-
po0JIACTOB IIEHTPATBHOI'O MO3Ta JIMIYMHOK OOYCIIOBJIEHO
MeTabOJIUUYECKUMHU U3MEHEHUSIMUA B CTBOJIOBBIX KJIET-
Kax. BelmeneHue sKamM3oHa IIPUBOAUT K TOMY, UTO HEM-
poOsacTel JIOOHBIX JOJEW JMYMHOK IIOABEPraroTCs
“yCchIXaHMIO”, KOTJa KaXJI0€ aCUMMETPUYHOE JeJICHUE
COIIPOBOXIAETCsI yMEHbIIEHUEM oOObeMa Heipooia-
CTOB, TOYHO TaK e, KaK 3TO IIPOMCXOINI0 Ha IEPBOI
BOJIHE JAEJIEHUsI SMOPMOHAIbHBIX HelipobacToB. OmHa-
KO BOIIPOC, SIBJSETCS JIM YMEHbIIIEHIe 00beMa Helipoo-
JIaCTOB Ha IIEPBOIA BOJIHE AEJCHUs CICACTBUEM OTBETa
Ha BKIMN30H, OCTAETCSI OTKPBITHIM.

SAKJIFOYEHUE

HeitpobnacTel 1po30dhuiIsl MpeACTaBIASIOT OOJBIION
MHTepeC KaK OObEKT JIST UCCIIeIOBaHMS HeliporeHesa u
71l U3YyYEeHUSI ACUMMETPUYHOIO JAeJICHUS KJIETOK.
IlpencraBieHHass B JaHHOM 0030pe MH$opMans Ha-
IJISIAHO NEMOHCTPUPYET Heyracamllyii MHTepec K Heli-
pobitacTaM KaK O0BEKTY IJISI UCCIASA0BaHUSI HeporeHe-
3a 1 aCUMMETPUYHOTO AeeHUs KieToK. Kaxnplit atan
KM3HU HEepoO6IacTOB UCCIEAyeTCs Ha MOJIEKYJISIPHOM
YPOBHE, HAUMHAs OT UX MUTPALIIU U3 SKTOACPMbBI U 3a-
KaH4YMBasl TEpMUHAIILHBIM esieHueM. biaromapst momiy-
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Puc. 11. Perynsiuust tepmuHanbHoro aenaeHus Heiipoosiacrtos (HB). a — PHK-cBs3biBatoive 6enku Imp 1 Syp okaspiBaloT NpOTHBO-
MOJIOXKHBIE BIUSIHUS Ha Prospero-ornocpenoBaHHOe TepMUHAIbHOE JiejeHre. Imp nmpenoTBpaliiaeT BbIXOA U3 KJIETOYHOTO IIMKJa, HO
Syp, Kak npearmnosiaraeTcsi, CriocoOCTBYET HakoIuieHUIo Pros. 6 — Dkcnpeccust Imp v Syp KOppeaupyeTt ¢ pa3BUTHEM JIMUMHKU U MaT-
TEPHOM DKCIIPECCUM T€HOB B HelipobJiacTax, a TakKe 3aBUCUT OT Hainuus 3kau3oHa. MK — raHrimosHast MaTepuHcKas Kiietka (1o

Harding, White, 2018, Open Access).

YEeHHBIM JaHHBIM MBI T€TIEPb MOXKEM MOHSTh, KaK OIpe-
JesieTcsl JajabHeIasi cyap0a KJIETKU U €€ TIOTOMKOB B
3aBUCUMOCTH OT IIPOCTPAHCTBEHHOTI'O MOJIOXKEHUS B OpP-
ranusMe. MdydyeHue amonTo3a U TEPMUHAILHOIO JeJIe-
HUSI HEpoOJIaCTOB MO3BOJISIET MOHATh, KaK pPeryaupy-
IOTCSI TIpoliecchl (pOpMUPOBAHUS HEPBHOI CCTEMEBI U B
KaKOif MOMEHT OHTOTeHe3a 00pa3oBaHe HEIIPOHOB 3a-
BeplIaeTCs. DTU 3HAHUS OTKPHIBAIOT HOBEIE ITIEPCIICKTHU -
BBl B T€HHOM WHXXEHEPUU M M3y4eHUU paOOTHI 1IEH-
TpajabHOI HEPBHOM CUCTEMBI B LIEJIOM.

Crnenyer TOOQYEpPKHYTh, YTO aCUMMETPUYHOE Oejie-
HUE HeilpoObJIacTOB, MOJCKYJISIPHbIE MEXaHU3MBI KOTO-
pOTro MOAPOOHO OCBEIIeHBLI B 0030pe, Ha CETOIHSIITHIIA
JIeHb U3Y4eHO MPEUMYIIESCTBEHHO HAa YPOBHE CBETOBOIA
MUKpocKonuu. JeraapbHoe M3ydeHUe MUTO3a HEMpoO-
JIACTOB Ha YJIBTPACTPYKTYPHOM YPOBHE C HCIIOJIb30Ba-
HUEM COBPEMEHHBIX METOHAOB DJIEKTPOHHON MUKPOCKO-
MU MOTJIO ObI BBISIBUTH HOBBIE AETAI ACUMMETPUYHO-
ro IeJIeHUSI, CKPBIThIE OT IVIa3 MCCJeOOBaTelcii MIpu
HCIIOJIb30BAHUU CBETOBOM MHUKpocKomuu. O4eBUIHO,
YTO UCCEIOBaHUS HeHPOOIacTOB OYIYT IMPOAOIKATHCS.

OUNHAHCHUPOBAHUE PABOTHI

Pa6ora BeImosTHEHa B paMKax OIOIKETHOTO NMPOEKTa
Ne 0342-2019-0042.

COBJIIOAEHUE STUYECKHUX CTAHIAPTOB
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HE IMMPpOBOAMJIN.
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NEUROBLASTS OF DROSOPHILA MELANOGASTER

S. S. Saydakova® % *, A. A. Strunov, and K. N. Morozova*?*
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b Federal Research Center Institute of Cytology and Genetics SB RAS, Novosibirsk, 630090 Russia
¢Medical University of Vienna, Laboratory of Genome Dynamics, Austria, Vienna, A- 1090
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This review focuses on neural stem cells of Drosophila melanogaster called neuroblasts. Drosophila melanogaster is a
well-described and convenient model for studying the fundamental behavior of stem cells and mechanisms under-
lying cell differentiation. Lots of features demonstrated in the development of the Drosophila’s nervous system are
also found in humans. Therefore, a detailed study of neuroblasts is an important task for expanding our understand-
ing of the process of cell division and the mechanisms of tumor formation. This review will focus on recent advances
of the study of Drosophila neuroblasts including their classification, origin and migration. In addition, we describe
in detail the asymmetric division of neuroblasts and its molecular mechanisms.

Keywords: neuroblast, neurogenesis, asymmetric division, Drosophila melanogaster
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