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Posib reHa pAbp, Kogupyvioulero HuToIiasMaTmuyeCcKmiin
1o (A)-CBSI3bIBAIOIINI O€JIOK, B CIiIepMaToreHe3e

Drosophila melanogaster

E.Y. Boao6oaroBa @, .M. Bapuuena, H.B. Aoporosa

DepepanbHblii MCCNeROBATENbCKUI LeHTP UHCTUTYT yutonorum u reHetnkn Cnbrpckoro otaeneHnsa Poccuinckol akagemmnmn Hayk, HoBocnbupck, Poccus

Monun(A)-ceasbiBatowwmin 6enok (PABP) Drosophila melanogaster oTHo-
CUTCA K unTonnasmaTtnyeckum PABP, yuacTBytownm B KOHTpOse NHN-
umaummn n TepmrHauum TpaHanaumumn MPHK, coxpaHeHun ee ctabunb-
HOCTW, LMTOMIAa3MaTNYECKOM NovageHUINpoBaHn/ geageHnnmpo-
BaHWUN, ferpagaumm MPHK. HecMoTpsa Ha BCECTOPOHHIOIO CTPYKTYP-
HYI0 1 BUOXVMUYECKYIO XapaKTepUCTUKY LuTonnasmatumyeckmx PABP,
OTHOCUTENIbHO Masio U3BECTHO 06 MX yYacTUM B NpoLieccax pasBuTmaA

1 anddepeHUMpPoBKIM. Bcneactamne Toro YTo 60NbLUNHCTBO FrEHOB,
KoZuMpyoLwyx Heobxoaumble ansa cnepmatoreHesa Drosophila 6enku,
TpaHCKpUbMpyeTCA B NepBUYHbIX CriepmaToLuTax, npearosnarator,
YTO pasBUTMEe CiepMaTUg onpefenaeTca OTNOKEHHOW TPaHCAALM-
e, B perynmpoBaHunm Kotopoi yyactsyeT 6enok PABP. YTpata PABP
npuBOANT K rnbenu sméproHoB. CouyeTaHne HEKOTOPBIX MyTaHTHBIX
annenew reHa pAbp D. melanogaster agnaetca TkaHecneyMPpryHbIM

1 NPVBOAUT K HapYLLEHMIO CepMaToreHesa U CTePUNbHOCTY CaMLIOB.
PaHee 6binu BbifBNEHbI 11 ONMcaHbl AedeKTbl Meo3a 1 LUTOKNHE3],
HapyLIeHUsA CTPYKTYpbl HebeHKepHa B criepMaToreHese runomopd-
HbIX MyTaHTOB pAbp. Ony6MKoBaHHble AaHHble AalOT BO3MOXKHOCTb
CyAUTb O AieCTBMUN MyTaHTHbIX annenein pAbp Ha oTaesNbHble cobbITUA
criepmaToreHesa, HO He OXBaTbIBaloT BeCb npouecc. Lienbio HacToAwen
paboTbl 6bINIO AeTanbHOE LUTONOrMYecKoe NCCiiefoBaHve BANAHNA
reHa pAbp Ha cnepmaTtoreHes D. melanogaster c nomolypbio dnyopec-
LIeHTHOW CBETOBOW U 3NIEKTPOHHON MUKPOCKonuK. [okasaHo, 4to
HauanbHoe AeicTBre MyTaLumm reHa pAbp Ha CTPYKTYpY KIeTOK Npo-
ABUNOCH Ha CTaAMM NEPBUYHbIX CePMaToLMUTOB. [epBUYHON CTPYK-
TYPHON MULLEHBIO MyTaL MK Obll MUTOXOHAPUANbHBIY annapat KIeTok.
N3meHeHre mopdonornv MMTOXOHAPUIA MyTaHTa pAbp BKNoYano Ha-
6yxaHue, yMeHbLUeHMe MAOTHOCTU MaTpUKCa 1 pefyKLUmio KonmyecTsa
KpucT. [lanee pencrere mytauum NPoABMIOCh MNIENOTPONMHO, Bbl3Basio
HapyLeHne GpopMUPOBaHUA 1 AeneHna HebeHKepHa, obpa3oBaHnsA
aKCUanbHbIX KOMM/IEKCOB U MPUBESO K OCTaHOBKE CnepmMaToreHesa Ha
CTaAuv 3M10Hraumm LUCT. Ha 0OCHOBaHMM pe3ynbTaToB NPOBEAEHHbIX
MCCnefoBaHMiA MOXKHO caenaTb BbiBog, UTo 6enok PABP D. melano-
gaster yyacTByeT BO MHOIMX COObITUAX CepmaToreHesa u urpaet
KPUTMYECKN BaXKHYI0 POJib B CTPYKTYpPHON AnddepeHLpoBKe rameT
B CriepmumoreHese.

KntoueBble cnoBa: 4po3oduna; crepmaToreHes; ynsTpacTpyKTypa; MyTa-
uma pAbp; uutonnasmatumyeckmin nonun(A)-ceasoiBatowmii 6enok (PABP).
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The Drosophila melanogaster pAbp gene encodes

the cytoplasmic poly(A)-binding protein (PABP). Cyto-
plasmic PABPs participate in the metabolic pathways
of the mRNA: translation initiation and termination,
cytoplasmic polyadenylation/deadenylation, mRNA
stability, mRNA degradation. Despite the extensive
biochemical and structural characterization, relatively
little is known about the biological roles of PABPs in
the processes of cellular development and differentia-
tion. In Drosophila spermatogenesis, posttranscription-
al mechanisms of gene regulation play an important
role, so cytoplasmic PABP can have significant function
in this process. Deletion of PABP leads to embryonic
lethality. However, some flies carrying combinations
of mutant pAbp alleles survive but display male sterili-
ty and show defects in spermatogenesis. It has previ-
ously been shown that hypomorphic pAbp mutations
cause a number of meiotic defects, abnormalities of
Nebenkern formation. These data provide an insight
into the effect of pAbp mutation on the individual
events of spermatogenesis, but they do not cover the
entire process. We studied spermatogenesis in pAbp
allele heterozygotes by transmission electron and
fluorescent light microscopy. We showed that cellular
mitochondria were the primary structural target of the
mutation. Abnormal mitochondria were less struc-
tured, swollen, had transparent matrix and depleted
cristae. Further mutation had a polymorphous effect
and induced anomalies in the ultrastructure of mature
spermatocytes, defects in Nebenkern formation and
division, axial complex formation, shutdown of sperma-
togenesis during spermatid elongation. Thus our data
show a significant role of PABP in structural transfor-
mations of male germ cells during entire spermato-
genesis.

Key words: Drosophila; spermatogenesis; ultrastructure;
pAbp mutation; cytoplasmic poly(A)-binding protein
(PABP).



onu(A)-cesizpiBatorne 6enxu (PABP) sykapuor otHo-

CATCS K BA)KHOMY KJIACCY PETYIATOPHBIX OenkoB. OHM

MIPUCOCIMHSIOTCS K 3'-KOoHIeBOU monn(A)-mocueno-
BareasrHocty MPHK u, He o0iajgas KaTaauTHYECKONH aKTHB-
HOCTBIO, 00eCTIeunBaroT cKap oI [T TPUCOSANHEHNS KITIO-
4eBbIX (aKTOPOB, KOHTponHpytomux Gpynkuuo MPHK. I'eno-
MBI PA3JIMYHBIX 3YKapHOT COAEPIKAT OT OTHOTO JI0 HECKOJIBKHIX
TeHOB pAbp. MHOTONETHHE HCCIENOBAHMS TOKA3aIH, YTO
6enkn cemerictBa PABP y4acTByIOT BO BceX METaOOIMUECKUX
nytasx MPHK. B 3aBucumocTu oT jmokanu3anuu B KJIETKe
PABP paznensror Ha siepHbIe U IUToINIa3Marnyeckrne. PABP
D. melanogaster OTHOCUTCS K INTOTIIIa3MaTHYECKUM OCJIKaM.
[utonnasmarnueckue PABP ydacTByIoT B KOHTpoOJIE MHH-
nuanuu 1 repMuHanuu tpancasiuun MPHK, coxpanenuu ee
CTaOMIIBHOCTH, IUTOILIA3MAaTHIECKOM MOJTNAACHUINPOBAHNH/
neaneHuupoBanu, nerpagau MPHK (Mangus et al., 2003;
Goss, Kleiman, 2013; Gallie, 2014).

B HacTosimiee BpeMsi Majo M3BECTHO 00 y4acTHH IIUTO-
wiazmaruyeckux PABP B mpoueccax passutust u audde-
peHipoBku. Y Xenopus laevis Tpu IUTOIIIA3MaTHIECKUX
PABP umeror crieruduyuHbie QYHKIMHE Ha Pa3HBIX CTaIUsIX
paHHero aMOpUOreHe3a, U HOKJIayH KaX/J0ro U3 TPeX I'eHOB
3THX OEITKOB MPUBOAUT K THOETH sMOproHoB (Gorgoni et al.,
2011). Y Saccharomyces cerevisiae nenenus reHa, KOTUPY-
IOIIET0 eIMHCTBEHHBIN MToJH(A)-cBsi3biBarouii 0enok PAB1,
neranbHa (Sachs etal., 1987), ay Schizosaccharomyces pombe
nonu(A)-cBsizpiBaronuii 6enok spPABP, romosnor PABI Sac-
charomyces cerevisiae, He SIBISETCS )KU3HEHHO HEOOXOMMBIM
(Thakurta etal., 2002). Y Caenorhabditis elegans, nmerorero
nBa nuroruiazmarndeckux PABP, nBe pasHbie MyTanuu rena
pab-1 BBI3BIBAIOT IOXOXKHUE E(EKTHI B TPOdepaly 3apo-
JIBIIEBBIX KJIETOK, HO MX BIMSHHUE HA MPOAOIDKUTEIBHOCTh
JKM3HH MYTaHTHBIX OpraHn3MoB paziandaercs (Ko etal., 2010).

T'en pAbp D. melanogaster 3kcripeccupyeTcs Ha BCeX CTa-
JUSIX Pa3BUTHS B TKAHSIX M OpraHax JUYMHOK U B3POCIHBIX
0co0eil ¥ MOXKET BBIIOJNIHATE CIEHUPUUHYIO (QYHKIHIO B
MpoLIeCcCcax, B KOTOPBIX BXKHYIO POJIb UTPAET TPAHCIALMOHHAS
peryIsIus SKCIpeccuy reHoB. B oorenese D. melanogaster
6e1ox PABP yuacTByeT B mpoCTpaHCTBEHHOH PeryIIsIiH JIO-
kanu3aimu u tpancisinun MPHK gurken, HeoOxoaumbIx st
(hopMHpOBaHUS JOPCO-BEHTPAIBFHON OCH SHUI] M SMOPHOHOB
(Clouse et al., 2008). PABP yuacTByeT B HOCTCHHANTHYECKOM
TPAHCIALUOHHOM KOHTPOJIE JOITOBPEMEHHOMN INIACTUYHOCTH
JMYMHOYHBIX HEWPO-MBIIIEUHBIX CHHANCOB D. melanogaster
(Sigrist et al., 2000). IToryuena cepust MyTaHTHBIX ajuTesIei
reHa pAbp, XapakTepU3YIONUUXCS BapbUPYOIICH dKCIIpec-
CHUBHOCTBIO M TUICHOTPOITHBIM 3 ()EKTOM B Pa3HBIX TKaHAX
D. melanogaster (Blagden et al., 2009; Pertceva et al., 2010).
CoueraHue HEKOTOPBIX MYTaHTHBIX ajlielieil rena pAbp Tka-
HecTler()hUIHO U TPUBOJNT K HAPYIICHUIO CIIEPMATOreHE3a.

CniepmaToreses — CrieUaIM3MPOBaHHBIN MPOLIECC, COCTO-
SIIIMHF U3 [IENIOYKHU NOCIIEI0BaTEIbHBIX TPe00pa3oBaHui Kile-
TOK, TIPUBOAAIINX K (DOPMHUPOBAHUIO BBICOKOAU(D(DEPEHITH-
POBaHHBIX KJIETOK — criepMaTo3onaoB. [lepBudnbIil criepma-
TOTOHUI IPOXOJIUT YETHIPE MUTOTHYECKUX JIEJICHUs, 00pazys
16 criepMaToOMTOB, 3aKIIOYCHHBIX B IUCTY. CIIepMaTOIHTHL,
Ipois Meio3, oopasytor 64 crepmarusl. [locie meiiosa
MPOUCXOIAT 3HAUUTENBbHbIE MOP(OIOTHUECKHE U3MEHEHUS,
BKJTOYAIOMIHE COOPKY aKCOHEM M MEePecTpoiiky MemOpaH
n MuTOXOHApHUH. JnddepeHnpoBka NpeanIeCTBEHHUKOB
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MIOJIOBBIX KJIETOK TPeOyeT KOOPAMHUPOBAHHOTO JIEHCTBUS
6OBIIOrO YHCIa TEeHHBIX MPOXYKTOB. CyIecTBYIOT Mpo-
rpaMMbl KOOPJIMHAIMH PETYIHPOBaHMS CIepMaToreHesa.
BrisiBiien knacc myTanui, HapylIarolUX PeryjaupoBaHue
TPAHCKPUILMK. Y MYTAHTOB IIEPE ACTECHUAMHU Mel03a Ipo-
HCXOJUT OCTAHOBKA Pa3BUTHS CIIEPMATOLIUTOB M Jiajiee Clie-
nyet ux rudess (White-Cooper, 2010). I'ensbl, yuacTByromme
B CIIEpPMaTOreHE3€e, OOBITHO TPAHCKPHUOUPYIOTCS B IEPBUIHBIX
criepMaronuTax. TpaHKPHUNTH OEIKOB XpaHSITCS B TPAHCIIS-
LIHOHHO PENPECCUPOBAHHOM COCTOSTHUH 10 CTAJMU UX (DYHK-
IIMOHUPOBAHUsL. B siipax criepMary i KOHAEHCAIHs XpOMaTHHA
MPUBOJUT K TIpeKpamieHuio Tpanckpunuun (Steger, 2001;
White-Cooper, 2010). Benenctue 3Toro mpeanoyiararr,
YTO TIPOIECCHI, MPOUCXOAAIINE B CIEPMUOTECHE3E, 3aBHCAT
OT TPAHCISIINH, B PETYINPOBAHUH KOTOPOH y4acTByeT OeJI0K
PABP D. melanogaster. Ytpara GhyHkumu rena pAbp B criepma-
TOTEHE3€ MPUBOIUT K CTEPUIBHOCTH CAMIIOB, YTO TIO3BOJISCT
MCIIOJIb30BaTh 3apOABIIIEBYIO TMHUIO IPO30(HIIBI B KAYECTBE
MOJICITH TSl M3YYCHUS POJIK OCIIKa B KJICTOYHBIX COOBITHSX B
MpolLECcce CIepMaToreHe3a. AHAIIN3 paclpe/Ie/ICHUs B CEMEH-
nuke GFP-pAbp xumMepHoro 6enka rmokasai, 4To B Iporecce
criepMaTtoreHe3a HamoOouiblas KoHIeHTpanus Oenka PABP
HaOJTIoaeTCsl B IIUTOIIIa3ME CIIEPMATOLIUTOB, PACIIPE/ICIICHNE
0esKa HepaBHOMEPHO, YIACTKH HANOOIBbIIECH KOHIIEHTpauu
COBIIA/IAIOT C yYACTKaMU JIOKAJIM3ALUH SH/I0TIIa3MaTHUECKOTO
perukynyma (Pertceva et al., 2010). Micionbs3yst ¢pa30Bo-KOH-
TPACTHYIO U (IyOpecHeHTHYI0 MUKpockonuio, S.P. Blagden
¢ xosuteramu (2009) BbisiBUIM M onvcain aAeeKThl Melo3a
W [IUTOKWHE3a B CIIEpMaTOreHe3e MyTaHToB pAbp. Kpome
TOTO, OBIIO TOKAa3aHO, YTO MYTAlUU TeHa pAbp BAMSIOT Ha
cTpykrypy HeOeHkepHa (Pertceva et al., 2010). [IpuBencuubie
JTaHHBIE TIO3BOJISIFOT CY/IUTh O ACHCTBUH MyTalLlUi HA OTAEIb-
HBIE COOBITHS CIIEPMATOTEHE3a, HO OHU HE OXBATHIBAIOT BECh
mporuecc. DIeKTPOHHAsT MUKPOCKOMUS JaeT BO3MOXKHOCTh
UCCIIEI0BATh CTPYKTYPHbIE HAPYIICHUS! BHYTPUKICTOYHBIX
COOBITHH criepMaToreHe3a HauuHas C PAaHHUX CTaHH.

Ienp HacTOsIIEH PabOTHI — ETALHOE LUTOJIOTHYCCKOES
WCCIIeIOBaHNE BIUAHNUSA TeHa pAbp Ha ciepmaTorenes D. me-
lanogaster c nomo1bio (HIIyopeceHTHON CBETOBOI M AJIEKT-
POHHON MUKPOCKOIIUHU.

MaTtepwuanbl n metogbl
Jlunun D. melanogaster, conepxaiiye MyTaHTHBIC 110 TCHY
pAbp annemn w!!!'8; P{EP}pAbpEP30(17261), y'w07¢?3,
P{EngZ}pAprY”56’(20684),y’w67”23; P{lacVV}pAbpkm/w/
CyO(10970), monyueHbl U3 BIyMHUHTTOHCKOTO II€HTpa
(Bloomington Stock Center, CIIIA). U3 retepoaienbHbIX
JKU3HECIIOCOOHBIX MYTaHTOB ObLTa BBIOpaHAa KOMOHWHAIIHS
pAbpK10109/n AbpEY1561 " [lanHble MyTAlMK MOTYYEHBI METO-
JIOM MHCEpIMOHHOTO MyTareHesa B pe3yjbTare BCTPOHKH
P-a51eMeHTa B HEKOIMPYIOIILYIO 001IacTh rena: s pAbhph! 0109 —
102 m.0. u pAbpEY561 _ 762 n.0. mepen cTapT-KOMLOHOM.
Mytauus pAbp*/91%9 g romosuroTe neTanbHa, a TOMO3UTOTHI
110 pAbpEY!136! sxuznecnocoOHbl U hepTrnbHbL. OHAKO CaMm-
I[bI, HECYIIHE NAaHHYIO ajuiebHyr0 komOuHaimio (Blagden
et al., 2009), ObITH CTEPUITHHBI U UMENTH HANOOJBIIIEe YHCII0
HapyleHuil B criepMaroreHese. B kayecTBe KOHTpOJS HC-
TIOJIB30BAJIH JINHUIO AUKOTO THIa Hikone-AW.
VYcioBusi coepKaHust M padoThI € IMHUSMU IPO30 (UL
Jnst paboThl ¢ TUHHAMH APO30(GHI Opaly CrelHaIbHYO
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Fig. 1. Mature spermatocyte ultrastructure in wild-type Drosophila and the pAbpk10109/pAbpEY 11561
mutant.

(a, b) Mitochondria (arrows) of a normal spermatocyte contain densely packed intact cristae associated
with highly developed endoplasmic reticulum cisternae (arrowheads). (¢, d) In a mutant spermatocyte,
swollen mitochondria (arrows) with electron-transparent matrix and remnant cristae are randomly
distributed over the cell. Endoplasmic reticulum (arrowheads) is poorly developed in comparison to
normal cells, fragmented, and weakly ordered in the cell. Scale bar Tpum.

oboraiieHHy0 cperny: npoxxku (cyxue) — 18 1, ustom — 40 1, arap-arap — 6—12 1,
MaHHas Kpyna — 36 1, matoka — 50 M1, mponroHoBas kuciora — 0.8 M, Boma — 110
1 n. CkpemuBaHys IPOBOJMIIN B CTaKaHaX AuameTpoM 25 mm npu 25 °C.

IIpuroroB/ieHHe NPeNapaToB /IJIsl 3J1eKTPOHHO-MUKPOCKOINYECKOT0 aHAJIH-
3a. CemeHHuKH Qukcuposamy B 2.5 % pacTBope mIyTapoBoro aipiaernaa B 0.1M
kakonunaTHoM Oydepe (pH 7.2) 2 4, nopuxcuposamu B 1 % pactsope OsO, B 0.1M
KakonuiiartHoM Oydepe B Tedenue 1 4. 3adukcupoBaHHbIe 00pa3iibl THKYOUpOBain
B 1 % BOoHOM pacTBOpE ypaHHIaleTaTa B TeueHne Houn pu 4 °C, 006e3B0oxKHUBaIN
B OTWJIOBOM CITUPTE BO3PACTAIOMICH KOHIEHTPALMH, 3aKIIOYaIH B SHOKCHIHYIO
cMouty DIOH. YBTPAaTOHKHE CPe3bl KOHTPACTUPOBAIIN B PACTBOPE LIUTPATA CBUHIIA
5 muH. [Ipenaparsl aHaIM3UPOBAIIN € IOMOLLBIO 3JEKTPOHHOTO MUKpockona JEM-
100 (Jeol, SInonwus).

[Ipenaparsl 111 UMMYHOTUCTOXUMHYECKOTO OKparimBanusi rotosuian no (bo-
noboroBa u ap., 2011).

Pesynbratbl

DAeKTPOHHO-MHKPOCKOMUYeCKHii anaau3. [Iporece criepmarorenesa B HOpMe
y D. melanogaster u3y4eH Ha ylIbTPacTpyKTyPHOM YPOBHE, PE3YIIBTAThI IPE/ICTAB-
JICHBI B cTaThsx (Stanley et al., 1972; Lindsley, Tokuyasu, 1980; Fuller, 1993). Jlnst
CPaBHHUTENIFHOTO aHAM3a BCEX CTaIHii ClIepMAToreHe3a HaMU TIOMYUCHBI CePHU
VABTPATOHKHUX CPE30B PA3HBIX YACTEH CEMEHHUKOB MyTAHTHBIX M HOPMAJTbHBIX 0CO-
Oeii. CriepMaToroHWd ¥ paHHHE CIEPMATOLUTHI, 00Pa30BAaBIINECS B PE3YIbTATE
MHUTOTHYECKUX JICNICHUI, B HOPME M Y MyTaHTa pAbp UMEIH CXOMHOE THITHIHOE
ctpoenne. OHU cofiepKanu HeOObIOE KOJHMUYSCTBO KIETOYHBIX OpPTraHell, UX
[UTOIIa3Ma Oblla 3aI10THEHa PUOOCOMaMH U TIOJTUCOMaMHU. MelTKue MUTOXOHAPHU
JIeXKAIA PATOM C KOPOTKHMH (PparMeHTaMH SHIOTLIA3MATHIECKOTO PETHKYIyMa
(OP). MUTOXOHAPHH COEPIKATA MHOTOUMCIICHHBIC KPUCTHI U MATPUKC, UMEBIITHI
MEJIKOTPaHyJIIPHOE TOMOT€HHOE CTpoeHue. [IepBble CTPYKTYPHBIE OTIIHYHUS Y MY-
TaHTa OBUTH BBISIBJICHBI B CIIEPMATOIMTAX, HAXOMSIIMXCS B (pase pocta. B HOpMe
B MPOIIECCE PA3BUTHS CIICPMATOIUTOB, BO BPeMsi aKTHBHOTO HHTEP(HA3HOTO CHH-
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Te3a, MPOUCXOST POCT 00beMa KIIETOK,
YBEINYEHUE KOJTMYECTBA KJIETOUHBIX Op-
raHesu1. MUTOXOH/IPUY JETISITCSL, yBEIH-
YHMBAIOTCS B pa3Mepe, lepeMeliatoTcs B
LUTOIIa3MaTHYECKOM IIPOCTPAHCTBE, B
LIEJIOM COXPAaHSIS CBOIO YIBTPACTPYKTY-
py. B 3pebix criepMaTonuTax MUTOXOH-
JPUH KOJOKAINU3YIOTCS ¢ IUCTEpPHAMHU
xopo1o pa3suroro IP. YacTb MUTOXOH-
JpUA acCOLMUPOBAHA C OTIEIbHBIMU
nuctepHaMu OP, HO GONBITHMHCTBO WX
HaXOIUTCSl B KOMIUIEKCAX, COCTOSIINX
13 mapajneibHbIX IucTepH OP u ne-
JKAIIMX MEX1y HUIMH MUTOXOHApPUN. Y
MyTaHTa B HayaJie Ieprojia pocTa crep-
MaTOLIMTOB B KJIETKaX Hapsiay ¢ HOp-
MaJIbHBIMH BCTPEYANINCh CAMHUYHBIC
Oonee KpyNHBIC MHUTOXOHAPHH, UMEB-
LIMEe PACHIMPEHHBINH, HEPABHOMEPHBIN
10 CTPYKType MaTpHukc. B mpomecce
pocTa CIIepMaToLUTOB YHCIIO KPYITHBIX
MUTOXOHJIPUI yBEINYHMBAIOCH. B 3pe-
JIBIX CHIEPMATOLUTAX BCE MUTOXOHPUH
MMEIH aHOMAJIBHYIO YIIBTPACTPYKTYPY.
OHH BBIIVISIICIH «HAOYXITUMIY, UMEIN
HEPOBHBIE KOHTYPBI, JIEKTPOHHO-CBET-
JIBII MaTPHUKC, COIEPIKAIIM MaJIo KPUCT
(puc. 1). OP ObLT pa3BUT XyXKe, 4eM B
HOpME, (parMEeHTHPOBAH, CIad0 yIO-
psIOYEH BHYTPHU KIETKH. ACCOIMAIMS
MUTOXOHpUI U DP Obuta BBIpaXKeHa
6oree cmabo 1Mo cpaBHEHUIO C HOPMOH,
B [IUTOIIIa3Me KIICTKU BCTPEYAINCh O/IU-
HOYHBIE MUTOXOH/IPUH, & TAKIKE TPYIIITBI
MUTOXOHAPHH, HE CBA3aHHBIC C DP.

B HOpMansHOM criepmaTorenese 3pe-
JIbIE CTIEPMATOLUTHI TIPOXOAST MEHOTH-
YeCKHUE JICJICHUS], B PE3yJIbTaTe KOTOPBIX
oOpasyrorcst ciepMarnabl. B mporecce
Pa3BUTHS CIIEPMATH] TIPOUCXOJISIT 3Ha-
YUTEIbHBIC CTPYKTYpPHBIE PeoOpa3oBa-
HUSI XOHpHUOMa KJeTok. Ha HadampHOM
JTare BCE KJIETOYHbIE MUTOXOHIPUU
coOMparoTCs BMECTE U 00pa3yroT OUH
OOJIBIIION arsomepar psiioM C SAPOM.
3areM MUTOXOH/IPHU CITUBAIOTCS JPYT C
JpyroMm, cosaBas chepuIecKyto CTpyK-
Typy, Ha3BaHHYI0 HeOeHkepHoM. [loi-
HOCTBIO C(POPMHUPOBAHHBIN HEOSHKEPH
COCTOUT M3 IBYX TMI'AHTCKHX MUTOXOH-
JIpUii, OpraHN30BaHHBIX B IUIOTHO yIIa-
KOBaHHYIO cepy, IPOCIOCHHYIO0 MEM-
Opanamu, mogo0OHO ykoBHIe. Jlanee
HEOCHKEpH JICIUTCS Ha JIBE CyOBeIH-
HUILIbI — MUTOXOH/IPHAJIbHBIE JIEPUBATHI.
JlBa MUTOXOHJpPHATBHBIX JepUBaTa 1
aKCOHEMa aCCOLMHPYIOT, 00pa3yst aKCH-
JIBHBII KoMILIeKe (puc. 2, a, 0). Y My-
TaHTa Tporecc GopMUPOBaHHS OOIb-
IIMHCTBA HEOCHKEPHOB TPOILEI € pa3-
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JIMYHBIMU HAPYILICHUSIMH: aHOMaJIbHOE
PacIooKeHNEe MUTOXOHAPUAIBHBIX
CJ0€B, PEeIyKIHs YUCIa CIIOEB, He-
MOJIHOE CIUSHHUE MHUTOXOHIPUH B
aromepare, IMpHUBEIIee K TOMY, 4TO
4acTh MUTOXOHJPHI OCTaach JISKaTh
oTnenbHO. Bce HeOeHKepHBI MMenn
EKTPOHHO-CBETIIBIM MaTPUKC, COAEP-
»anm Mano kpuct. ITocne 3aBepiienus
JieJIeHUs] HeOSHKEPHOB OOJIBIIMHCTBO
CIIEpMaTH]] COZIEPKAJIN MO HECKOJIBKO
BapbUPYIOIIUX B pa3Mepe MHUTOXOHIPH-
aJbHBIX JIEPUBATOB (pHC. 2, 8, 2).

B mporiecce snoHranyuy B HOpMe MU-
TOXOH/IpHAJIbHBIC IEPUBATHI M aKCOHEMA
COIVIACOBAHHO YJIMHSIIOTCS, CO3/aBast
XBOCTOBOW OTAEN crnepmaTuibl. Bee
CHepMaTH/Ibl, HAaXOJSIIHECs B OJHOU
LIKCTE, IPOXOJIST OJIHOBPEMEHHO CTaJIUH
cniepmuoreHesa. Ha monepednom cpese
LUCTHI BCE AEPUBATHI IMEIOT IPHOIN3H-
TEJILHO OJIMHAKOBBIE pa3Mep U (Gopmy
(puc. 3, a, 6). Y MyTanTa cpe3bl IUCT
Ha CTaJUH 3JIOHTAIMH TTOKa3aJIl pas-
HOOOpa3HbIe YIBTPaCcTPYKTYpHbIE HAPY-
LICHUST: MUTOXOH/IPUAJIbHBIE I€PUBATHI
Ppa3IMYaInCh 10 pa3Mepy, 3HaUUTebHAs
4acTh JIEPUBATOB HE aCCOLMHMPOBAHA C
AKCOHEMaMH, aKCHAJIbHbIE KOMIIJICKCHI
BKJIIOYAJIM pa3HOE YHCIIO aKCOHEM H
JIEPUBATOB, YaCTh AKCOHEM pa3pylleHa 1
BUHA B BUE (pparmenTos (puc. 3, 8, 2).
Taknum oOpa3om, y MyTaHTa HapylleH
npoiiecc o0pa3oBaHUs aKCHAIbHBIX
KomaekcoB. [lo3gHuX cmepmaTtun u
3peNbIX CHepMaTo30MI0B HE BBISBIIC-
HO, CJIeJIOBaTeJIbHO, CIIEPMHUOrEHE3
MpEKpaTIICS Ha CTAJNU 3JIOHTALUN
criepMaTH/I.

AHaJn3 MYTaHTHOrO (peHOTHIA
MeTOAaMH CBETOBOIl MUKPOCKOINUH.
DJIEeKTPOHHO-MHKPOCKONMYECKUH aHa-
JIM3 TI03BOJIWJI BBISIBUTH 3HAYHTEIIbHBIC
Jne(eKTbl BO BHYTPEHHEH CTPYKType
MHUTOXOH/IPHH, BBI3BAHHBIC MYTaIlen
pAbp. OnHako 11t TOro 4to0bl Ipe-
CTaBUTH OOILYI0 KapTUHY IPOSBICHUS
MYTAaIllH B CIIepMaToreHe3e, HeoOXo/H-
MO MCCJIIOBAaTh MyTaHTHBIH (pEHOTHIT
METOAAMHU CBETOBOW MUKPOCKOINHU. MBI
MIPOBEIH IUTOJIOTUYCCKUI aHAIN3 MTPH
MOMOIIM OKPAIIUBAHUSI CEMEHHHKOB
murorpekepoM (mitoTracker Red) —
(hiryopecieHTHBIM MUTOXOH/IPHAITBHBIM
MapKepoM.

AHOManuu BO BHYTPHUKIETOUHOU
MOpP(}OITOTHN HAYMHAIOT OTYETIIMBO TIPO-
SBJIATBCS B (ha3e pocTa CriepMaTolnTOB.
B npomiecce pocTa MpoUCXOOUT yBEITH-
YeHHE IUTOIIa3MaTHIECKOTO0 00beMa
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Fig. 2. Nebenkern at the onion stage. Formation of the axial complex in (g, b) wild-type Drosophila
and (¢, d) the pAbpk10109/pAbpEY11561 mutant.

Nebenkern: (a) shaped as a spherical body with concentrically lamellate inner structure; (b) divided into
two mitochondrial derivatives (arrowheads) associated with axoneme (arrows) to form an axial complex;
(c) with a distorted structure in mutant cells, discontinuous; (d) divided into several mitochondrial
derivatives. Scale bar Tpym.

Fig. 3. Cross-section through the tail of an elongating spermatid bundle in wild-type Drosophila
and in the pAbp“'°"%%/pAbpt¥'’5" mutant.

(a, b) In the normal cyst, the mitochondrial derivatives (arrowheads) and axoneme (arrow) of each sperma-
tid concordantly elongate. (¢, d) In the mutant cyst, spermatids show various numbers of mitochondrial
derivatives, higher than normal, most derivatives not being associated with axonemes; The axial com-
plexes have various numbers of axonemes and mitochondrial derivatives. Scale bar Tum.

¥ KOJTMYECTBAa MEMOPAHHBIX CTPYKTYp, B TOM YHCIIe MUTOXOHAPHUI. MyTanun He
BIIHSIFOT Ha KOJMYECTBO MHUTOXOHIIPHU M UX CIOCOOHOCTH K BHYTPHKIICTOYHOMY
nepeMelnennio. Ho ecnu B HOpME 3TH OpraHelibl BBIABISIIOTCS B BUJIE JHC-
KPETHBIX, SIPKO OKPAIICHHBIX M INIOTHBIX TEJICIl, TO Y MyTaHTa OHH BBITVIAAAT
Oonee pa30yXMIMMH, CIa00 OKPAIICHHBIMH ¥ JINIICHHBIMA YETKHX TpaHuIl. Ha
CTaJuH JIyKOBUII TAKNE MUTOXOHJPHUH, TaK XK€ KaK U B HOPME, IIE€PEMEIIAOTCS
B OMpEENIEHHYI0 00JaCTh IUTOIUIA3Mbl U (POPMHUPYIOT KOHCOJIHUIUPOBAHHYIO
CTPYKTYpY — MUTOXOHAPUATBHBIA JepUBaT WIN HeOCHKepH. B HOopMe HeOcH-
KEpH nMmeeT cepuueckyio MOp(hOJIOTHuI0 U PaBHOMEPHO OKpalleH. Y MyTaHTa
9Ta CTPYKTypa OKPAIIMBACTCSl HEOTHOPOIHO, BHINISANT AU (PY3HOI U BKIIOYALT
YYaCTKH pa3IMIHON ITIOTHOCTH (pHC. 4, a, 8).
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Fig. 4. Mitochondrial derivative (Nebenkern) at the (g, ¢) onion and (b, d) spermatid elongation
stages: (a, b) wild type; (¢, d) pAbpk10109/pAbpEY 11561 mutant.

(a) Normal spherical Nebenkern morphology (arrowheads); (b) Nebenkern elongation (arrows). (c) The
Nebenkern has a nonhomogeneous morphology (arrowheads). (d) Nebenkern elongation proceeds
irregularly and incompletely (arrows). Scale bar 5 um.

JanbHeiie coObITHS B CIIEpMaTOTCHE3e CBS3aHbI C JIOHTAllMeH CriepMaTH/,
KOTOpasi COIPOBOXK/IAETCSI POCTOM aKCOHEMBI M YUIMHEHHEM MHUTOXOHAPHH (pHC.
4, 6, 2). Y MyTaHTa B Hauale CTaJU{ IOHTAUN MUTOXOH/PHUAJIBHBIC JEPUBATHI
He IPHOOpeTaroT MOPQOIIOTHIO JINCTA, XapaKTepHYIo Jutst HopMBI. [Tocnenyromero
PaBHOMEPHOTO YIJIMHEHNS MUTOXOHJPUI TakKe He MPOUCXOIUT. B peaxux ciy-
yasix HaOIOJAeTCsl JINIIb HE3HAYNTEIBHOE BBITATHBAHHE OTACIBHBIX YJaCTKOB.
B pesynbrare anomanuii Ha CTaJAWU IIOHTAIMKM 00Pa3ylOTCS IUCTHI, KOTOPHIC
coziepKaT He TOJBKO JIe()eKTHbIE MUTOXOH/IPHAJIbHBIC AEPUBAThI, HO U XaOTHYHO
PAacCIIONIOKEHHBIE Spa.

O6cyxpeHue

PaccmoTpenue Bcex cTanmii ciepMaToreHesa y MyTanTa pAbp mokaszaino, 9To BIIU-
STHUE MYTAIIMH TIPOSIBUIIOCH YK€ HA CTA/INU MEPBUYHBIX CIIEPMATOLUTOB, HAXO/I-
IIMXCS B ITpoliecce MHTEP(a3HOro pocTa, a CaMbIM 3HAYUTENILHBIM CTPYKTYPHBIM
M3MEHEHHSIM TOJBEpPrcsi MUTOXOHAPHAIIBHBIN ammapar kietok. [lepsudHoe mpo-
SIBJICHUE MyTalll¥ BBIPa3UIOCh B HAOyXaHUM MUTOXOHAPHHA ¥ U3MEHEHNH UX YIIb-
TPacTPYKTypbl. AHOMaJIbHBIE MUTOXOHIPHH UMEJTH 2JIEKTPOHHO-CBETIIBINA MAaTPHUKC,
coeprKajy MaJio Kpuct. MUTOXOHIpHaIbHOe HabyXaHHe OIIpeersieTcsl KaK yBelH-
yeHue oobeMa Marpukca. O0beM MUTOXOH/IPUAIEHOTO MAaTPHKCA KOHTPOJIUPYETCS
OCMOTHYECKUM OalaHCOM MEX1y IIUTO30JIeM U MUTOXOH Ipueil. [omeocraszuc mu-
TOXOHIPHAIFHOTO 00bheMa SBIAETCS KICTOYHOH (PyHKIIMeH, HeoOX0aUMOMN s IO/~
JIep>KaHHs CTPYKTYPHOM LIENTOCTHOCTH OpraHesuisl. [Ipy HabyXaHuM MUTOXOHPUH
MMPOUCXOAUT YBCIIMYCHUEC UX 061>eMa 3a CUCT NOCTYIIJICHUA JKUJIKOCTHU B MaTpUKC.
CHavaia pacmIMpeHHe MaTpuKca MPUBOIUT K yMEHBIICHHIO MEXMEMOPaHHOTO
MPOCTPAHCTBA B KpHcTax. JlanpHeiee pacnpeHne MPUBOANT K YBEINUCHUIO TII0-
a1 BHYTPEHHEH NOrpaHu4YHON MEMOpPaHbI, TOCTEIIEHHOMY N3MEHEHHIO ()OPMBI
MHTOXOZPUI Ha ChepruuecKyIo H, ecii HabyXaHHe TPOIOIDKACTCS, — K pa3pyLICHHIO
BHemHel memOpans! (Kaasic et al., 2007). IToka3aHo, 4To n3MeHEeHHE 00beMa Ma-
TPUKCa BIUSIET HAa HEKOTOPBIE KJIETOUHBIE POLECCH. YBennueHne o0beMa MaTpruKca
MOJKET aKTHBHPOBATH JBIXaTeNIbHYIO LIETb, YBEINYNBAs IPOLYKIHMIO aJeHO3HH-5'-
tpudochara (ATD) (Halestrap, 1987). HabyxaHnne MUTOXOHAPHUHA COMyTCTBYET
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BBICBOOOKIeHMIO 1TuTOXpoma C B mpo-
mecce 3amycka armonTo3a (Gogvadze et
al., 2004). 13menenne mopdonornn
MHTOXOHJIPHII MOXET OBITh TaKKe
cilieacTBUEM nedcTBUd MyTauuil. K
HACTOAILIEMY BPEMEHH BBIJCICH PNl
MyTalMi, MPUBOSIINX K N3MEHEHHIO
WIN HapyIIeHUIO0 (DYHKIIMOHUPOBAHUS
MHUTOXOHJPUI M XapaKTepU3yIOLIUXCs
X HabyxaHueMm, HalpUMep MyTaluu
D. melanogaster PINKI (Poole et al.,
2008), LETM1 (McQuibban et al.,
2010), emm (Dorogova et al., 2013). V
BCEX MYTaHTOB HaOyXaHHUE MHTOXOH-
Jpuil CONPOBOXKIAIOCH NEPECTPOHKOM
KPUCT. YIIBTPAaCTPYKTypHBIE M3MEHE-
HUSI MUTOXOHJPUH B CIIEpPMaTOIUTaxX
MyTaHTa pAbp MONOOHBI U3MEHEHUSIM,
ONMMCAHHBIM y MyTaHTOB LETMI u
emm, HO TIOCIIEAYIOIINE CTPYKTYpHbIE
M3MEHEHUS! MUTOXOH/IPHAJILHOTO arl-
rapara y BCeX MyTaHTOB pa3jInualinCh.
VY mytanra LETM1 Halyxmme MUTO-
XOHJIPUU TIOJBEPIINCH MUTO(pATNH,
MyTalus Oblja JeTalbHa B TPEThEM
JUYMHOYHOM BO3pacTe. ¥ MyTaHTOB
pAbp m emm Tiponiecc criepmMaToreHesa
MIPOIOJDKAJICS C PA3JIMYHBIMU CTPYK-
TYpHBIMHU HapyIIeHUSIMU. B pesynbrare
TIO3/THHE CHIEPMAaTHAbBI y MyTaHTa pAbp
OTCYTCTBOBAIIM, & y emm MMeNd aHo-
MaJIbHO€ CTPOEHHE, IIPUBEIIEE K CTe-
pPWIBHOCTH. BEIsIBIEHHOE M3MEHEHHE
MOp(hOJIOTUM MUTOXOHIPUH MYyTaHTa
pAbp, nposiBuBIICeCs B HAOyXaHUH,
YMCHBIICHUH TJIOTHOCTH MaTpUKca H
PEeIYKLUH KOJIMYECTBA KPUCT, U CpaB-
HEHHE C M3BECTHBIMU JIAHHBIMH MO-
3BOJISIFOT TIPEIIOJIOKHTD, YTO MYTaIHs
PpAbp BiusieT Ha QYHKIMOHATIBHYIO aK-
TUBHOCTb MUTOXOJpHil. I3BECTHO, UTO
MHUTOXOHIPHS — TOJMU(YHKIIHOHATIbHAS
KJIETOYHAs OpraHeuia, y4acTBYIOIIas B
Pa3HOOOpa3HBIX MpoIECCax KIETOYHOTO
Merabonmu3ma. lI3MeHeHne akTHBHOCTH
MHUTOXOHJIPUHA MOXET IOBIHITH Ha
pa3HbIe BHYTPUKIIETOUHBIE MTPOLIECCHI.

CrenyomuM CTPYKTYypHBIM IpO-
SIBJICHMEM ACHCTBUSI MyTauuu pAbp
opun cnaboe pasButHe DP B 3pernbx
crepMaTonuTax M ociableHne acco-
nuarmu OP u Mutoxonapuii. Cuctemsl
OP u MUTOXOHIPUH HTpatoT PyHIaAMEH-
TAJILHYIO POJIb B ITPOLIECCE TPAHCIISIINH,
MOAJIEPIKAaHUU KIIETOYHOTO TOME0CcTasa
U OTIPE/ICIIEHHNH CYIbOBI KJIETKHU B yCIIO-
BUSIX cTpecca. MccnenoBanus mociuen-
HUX JIET IMOKa3aJIM BaYKHOE B3aNUMO]IEeH-
CTBHE 3THX CHCTEM. BBISBICHBI 30HBI
KOHTAKTa MELy MUTOXOHIPUSIMHU 1 OP,
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4yepe3 KOTOPbIC IPOUCXOJIUT MOCTOSIHHBIN 0OMEH CHUTHAIAMH,
Hanpumep nonamu Ca>*, peryampyonmmMu MUPOKUH CIIEKTP
kieTouHbIx nporueccoB (Pizzo, Pozzan, 2007). Ilomyuenst
JTAHHBIC O TOM, YTO 30HBI KOHTAKTOB MUTOXOH/PHUH C TPyOOU-
kamu OP MOTYT MapKupoBaTh MecTa JEJICHNST MUTOXOHIPHUH
(Friedman et al., 2011). HaiineHs! cBUIETENBCTBA TOTO, YTO
JBUXKCHUC MI/ITOXOHI[pl/II‘/II B KJICTKEC NPOUCXOAUT COBMECTHO
co crierdraeckuMHu paiioraMu OP, a HEKOTOPbIE KIIETOUHBIE
CUTrHAITBI 3 PEKTHBHO CHHXPOHU3HUPYIOT IBHKCHUE OPraHelL.
Hapymenus Bo B3auMoeicTBUM MUTOXOHpUI u OP moryT
akTuBHpoBaTh aronto3 (Giorgi et al., 2009). Takum oO6pazom,
HaOJofaeMble y MyTaHTa Hepopassutue JP u ocinabnenue
€ro acCOIMAIIH C MUTOXOH/IPUSIMH B TIEPHO]] pOCTa CIiepMa-
TOILUTOB MOIVIN TIPUBECTH K M3MEHEHUIO BHYTPUKIIETOYHOTO
Mop(orenesa, CHIKEHHUIO YPOBHS TPAHCIIALIMN ¥ 3HAYUTEIILHO
MOBJIMSITH Ha OoJiee MO3IHNE CTa/IUH CIIepMaToreHesa.

[Ipomecc popmupoBanns HeOCHKEpPHA B CIiepMaTHAAX
BKJIFOYACT IEPEMEIICHNE BCEX KIETOYHBIX MUTOXOHIPHUH B
OJIMH PaliOH BO3JIE si/Ipa, UX CIUSHUE B €AMHYIO OpraHeuTy
u panee (opMUpOBaHNE ee BHYTPEHHEH CTPYKTyphl. Dopma
MHUTOXOHJPHI U €€ N3MECHEHHE JICTCPMUHHUPYIOTCS AUHAMU-
YECKH IMPOTUBOINOJIOKHBIMU IPOLECCAMU CIITUAHUA U ICTICHUA
opraHem. B »Tux mporeccax y4acTBYIOT OEIKH ITUTO30JI,
BHEIIHEH M BHYTPEHHEH MHUTOXOHAPHUAIBHBIX MEeMOpaH
(Westermann, 2008; Van der Bleik et al., 2013). BrisiBien-
HBIC HapyIICHUS CTPYKTYyphl HEOCHKEPHOB Y MyTaHTa pAbp
MOKA3aJIM, YTO B OOJIBIIMHCTBE CIY4aeB MPOLECC CIMSIHUS
MUTOXOH/IPUH IIPOLIEII HE IIOJHOCTBEO, YaCTh MUTOXOHAPUI
OCTaJach JIeXKaTh OTACIBHO OT 00ImIel chepudecKkoii CTpyK-
TYpBI, BHYTPEHHSISI CTPYKTYpa OOJBIIMHCTBA HEOCHKEPHOB
UMeJla aHOMAJIBHOE CTPOCHUE, CIIEA0BATENILHO e (hOPMHUPO-
BaHUE ObUTO HAPYIIEHO. MOYKHO MPEANOIOKUTD, YTO My Tallus
3aTpoHyNa (pyHKIMOHUPOBAHHE MEXaHM3MOB CIMSHUS U Jie-
JIeHUs MUTOXOHApUil. CpaBHEHUE CTPYKTYPHBIX HapyIICHUH
MYTaHTOB pAbp W fzo TIOATBEPKACT ATO MPEAMOIOKCHHE.
Bbenox FZO yuacTByeT B CIUSTHUM MUTOXOHPHUH U ABISETCA
crienuGUYHBIM ISl criepmarorenesa Drosophila. Mytanyst
fzo ipuBOANT K (POPMHUPOBAHHUIO HEOCHKEPHA, COCTOSIIETO
W3 HECKOJIBKMX CyObeauHuI. Ha cragun anoHrannu kaxmas
criepMaTria COACPIKUT O HECKOJIBKO YUTMHAIOMIUXCA MUTO-
XOHJIPHH, 4TO PUBOIMT K HAPYIICHUIO (POPMHUPOBAHUSI AKCH-
aNbHBIX KoMIIeKcoB 1 ctepuibHocTH (Hales, Fuller, 1997).
[Toxoxwuit 3pdexT HadIrOmAICS B ciiydae MyTaiuu pAbp.
Y mytanrta pAbp nocne neneHns HEOCHKEPHOB CTIEPMAaTHIBI
COZIEpKaJIH 110 HECKOJIBKO MHUTOXOHJAPHH, MMOKa3aHbl MHO-
JKECTBCHHBIC HApYHICHUSA (l)Ole/IpOBaHl/ISI AKCHaJIbHbIX KOM-
iekcoB. CriepMHOTeHE3 TPEKPATHIICS Ha CTAANH JIOHT ALK
cnepmarni. [IpoBeeHHBIN CTPYKTYPHBIA aHAJIM3 TTOKa3all,
4TO NEepPBUYHBIH Mopdonorndecknii 3¢ dexr MyTauuu reHa
pAbp Ha TIporecc criepMaroreHesa MpOoSBISCTCS Ha CTa Ul
CIEpMaTOIMTOB, Haxoasmuxcs B (asze pocra. [lepBuunoit
CTPYKTYPHOW MHIIEHBbIO MyTauuu pAbp SBISIETCS MUTO-
XOHJpUaJbHBIN anmapar KieTok. [lanee aelictBue myTauuu
MIPOUCXO/IUT IJIEHOTPOITHO 1 BBI3BIBAET CEPHIO CTPYKTYPHBIX
Hapymeﬂnﬁ Ha BCEX MOCICAYIOMMNX CTAAUAX, B UTOI'C PpU-
BOZSIINX K OCTAaHOBKE CIIEPMATOreHEe3a Ha CTaJWH JJIOHTa-
un 1uctT. Takum oOpasom, 6emok PABP D. melanogaster
Y4acCTBYET BO MHOT'MX CO6])ITI/I$IX CriepMaTorcHesa u urpact
3HAYUTEIIFHYIO POJTb B CTPYKTYPHO# muddepeHnnpoBKe ramer
B TIpOIIECCE CIIEPMHUOTCHE3a.
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