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B 0630pe cyMMupoBaHbI COBPEMEHHBIE 3HAHUSI O TEHETUKE U (DU3UOJIOTUM MYJIbTUMOIAILHOTO OpauyHOTO
noseneHus: Drosophila melanogaster. Bo-niepBbIX, 00CYKIalOTCsI T€Hbl, KOHTPOJIUPYIOILINE TTOBEICHUE yXa-
xxuBaHust D. melanogaster; OCHOBHOEe BHUMaHUeE yIessieTcsl TeHY TPAHCKPUIILIMOHHOTO (hakTopa fiuitless.
Bo-BTOpBIX, paccMaTpuBaIOTCS PEUENTOPHl M1 MHTEPHEWPOHBI, 3aeiiCTBOBAHHBIE B BOCTIPUATUN XUMUYE-
CKHX U aKYCTUUYECKUX CUTHAJIOB, a TAKXE HEMPOHBI, yYaCTBYIOILIME B TeHEPALIMU aKyCTUYECKOTO CUTHAIA B
Ipoliecce yxakuBaHus. B-TpeTbuxX, MPOBOINUTCS CPABHUTEIBHBIN aHAIM3 MOBEACHUS YXaKUBAHUS Y pa3-
HBIX BUIOB Apo30(WI UM MOAYEPKUBAIOTCS Pa3iMyvs B OpayHOM pUTyajie MeXAY MOIEJIbHBIM BUIOM
D. melanogaster 1 npyrumMu, MeHee M3y4eHHBIMU Buaamu. HakoHell, oO6CykmIaloTcs NMepCIeKTUBbI 1ajlb-
HEWIIMX UCCIeI0BaHUIT MEXaHM3MOB 3BOJIIOLIMY OpayHbIX CUTHAJIOB Kak Ha D. melanogaster, Tak 1 Ha 1py-

TUX BUAAX Ip0o30¢ul.
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bpayHoe moBeaeHue — OAWH U3 BasKHEU X (hak-
TOPOB PENPOAYKTUBHOI U30JISIINH, IIPeIOTBpallIalo-
X TUOPUAN3AIINIO 1 OOMEH TeHaMM MEXKIy OJmn3-
KOPOACTBCHHBIMU BUIAMMU.

CuuraeTcs, YTO DBOJIOLUS OpayHBIX CUTHAJIOB
MOXET MTPOUCXOIUTH OYEHB OBICTPO MO, ACHCTBUEM
moaoBoro oroopa (Andersson, 1994), x0T BaXKHOCTh
M TIEPBOCTEIIEHHOCTH 3TOM (POPMBI OTOOpa B TUBEP-
TeHINY BUIOB MOKA OCTAETCS MPEIMETOM SIPOCTHBIX
nebatoB. MccnenoBaHust TEMIIOB U XapaKTepa 3BO-
JIFOLIMM GpavyHbIX CUTHAJIOB HAa MOJIEJIbHBIX OOBEKTAX
MMEIOT OTPOMHOE IIPEUMYIIECTBO B CUJIy MOTyYEH-
HBIX 3a MOCJeAHNE NECITUIIETUs 3HAHUI 0 IpUpoae
reHOB, OTBEYAIOIINX 32 OpayHOe MOBEICHNE, a TAKXKe
O HEMPOHHBIX CETSX, JIEXKAIUX B OCHOBE OpraHM3a-
LI 3TOTO MOBEICHMUSI.

INpupona reHOB, OTBEYAIOIIVX 34 BasKHBIE 9BOJIIO-
LIMOHHBIC M3MEHEHWUSI, aKTUBHO OOCYXKIAeTCsI I10-
caeanue 20 set (Stern, 2000; Caroll, 2005; Stern, Or-
gogozo, 2008; Parker et al., 2014). Hepenko Takue re-
HBI Ha3pBaloT “hotspot” reHamm. Mmelorcs B BUIY
TeHbl, MOABEPrapIInecsl HEeCOpa3MEPHOMY YUCITY
SBOJIOLMOHHO BaXXHBIX MYyTallUii, a UMEHHO MYyTa-
Ui, BEI3BIBAIOIINX OONbIINE (DEHOTUITMUECKIC N3-
MEHEHMUsI, TMoaxBaTbiBaeMble OTOOpoM. OmuH u3
[JIABHBIX BOITPOCOB, BO3HMKAIOIIUX IIPU OOCYXKIe-
HUM 3TOM NMPOOGIEMBI, 3aKII0UYAETCS B TOM, KaK MOX-
HO MHUHMMU3MPOBAThL OTpULaTeIbHbIe 3(h(dEKThI
ieiiorponun? OOHUM U3 MEXaHM3MOB, COKpaIlalo-
X OTPHUIIATeIbHBIC d(PPEKTH TIEHOTPOITUN, MO-

KeT ObITh ayruinkaius reHoB (Lynch et al., 2001; In-
nan, Kondrashov, 2010); Ko BTOpOMy MeXaHU3MY OT-
HOCAT anbTepHaTuBHBIN crutaiicuar (Long et al.,
2003). O6a mpolecca CHUXKAIOT (PYHKIMOHAJIBHOE
JIaBJICHME HA Te€HBI, TOITyCKasi U3MEHEHUST B TeHHBIX
npoaykrax u akcrpeccuu (Graveley, 2001; Chothia et
al., 2003). OgHako JoKaau3alus TeHOB U XapakKTepa
W3MEHEHUIT, TPOUCXOMSIINX IIpU 000MX MpoIeccax,
3aTpydHUTENbHA. B TO Xe BpeMs, B ciIydyae aJibTepHa-
TUBHOTO CIUIaliCMHTa JieTye JOKaJu30BaTh 3aMeHBI 1
caMM 3aMEHBI MeHee KOHCEepBAaTUBHBI, YeEM B ClIydae
nyrummkanuii reHoB (Talavera et al., 2007).

OnmHuM u3 Takux “hotspot” reHOB HepeaKO Ha3bl-
BalOT aJbTE€PHATUBHO CIUIalicUpyeMBblii TeH fruitless.
HenaBHo ObLTIO MOKa3aHO, YTO B 3TOM I'eHe, UMelo-
IeM OONBIION CHEKTP IUIEMOTPOITHBLIX (MYHKIUI (B
YaCTHOCTHM, KOHTPOJIb MOJIOBOTO MOBEACHUS CaMI1IOB
Ipo30ohuin), UIeT MoJIoXUTeIbHbIN oToop (Parker et
al., 2014). CootHo1eHe CHHOHMMUYHBIX 1 HECTHO-
HUMUWYHBIX HYKJIEOTUIHBIX 3aME€H CBUACTEILCTBYET,
YTO 3TOT OTOOP MIET B ABYX U3 UEThIPEX ajlbTepHa-
TUBHO CIUIAMCHpPYEMBIX DK30HaX I'eHa fruitless. Yau-
ThIBass TO, YTO BBICOKMI YpPOBEHb ILICHOTPONUU
OOBIYHO TIpeArioyiaraeT HU3KUI YpPOBEHb M3MEHYU-
BOCTH B Ipoliecce BOJIOLIMU, CBUIETEILCTBO T0JIO-
XKUTEJIbHOTO OTOOpa B IeHe fruitless OTKpbIBaeT HO-
BYIO CTPaHUILY B UCCICAOBAaHUSIX MEXaHU3MOB I10SIB-
JIEHUSI HOBBIX IPU3HAKOB B KOHCEPBATUBHBIX T€HAX.

B manHOM 0030pe CYyMMHUpPOBaHBI COBpEMEHHEBIC
MIPEICTABICHUSI O TOM, KaK MPOMCXOIUT SBOJIOIMS
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OGpayHOro MOBEICHUST APO30(PUII Ha TIPUMEPE MO-
nenbHoOro Buna Drosophila melanogaster. Bo-TiepBbIX,
paccMOTPEHBI OCHOBHBIE KaHIMIATHBIE TeHBI, KOH-
TPOJIUPYIOLINE MTOBEACHUE YXaXKUBaHUS. Bo-BTOPBIX,
MOAPOOHO OOCYXIAIOTCS HamboJiee XOPOIIo MCCIe-
JTOBAaHHbIE KOMIIOHEHThI YXaXKUBaHWSI, a UMEHHO,
XUMUUYECKUI 1 aKyCTUUECKUI KaHaJIbI CBSI3HU. B-Tpe-
ThUX, IPOBEICH CPAaBHUTEIbHBIN aHAIN3 TOBEACHUS
yxaxxuBaHusi D. melanogaster ¢ Npyrumu mpeacTaBU-
tenssMu popa Drosophila. B-deTBepThIX, HaMeUeHbBI
NEepCrEeKTUBbI JAJbHEUILINX UCCAEIO0OBaHU Ha APO-
30¢ujax, KOTOpPble MOTYT IIPOSICHUTh MHOTOYMCJICH-
HbIE BOIIPOCHI O TOM, KaK IIPOMCXOAUT OBICTPAsT 9BO-
JIIOLIVSE OpayHbIX CUTHAJIOB.

I'EHbI FRUITLESS 1 DOUBLESEX

I'eH fruitless 6611 MaeHTU(UIIMPOBAH Ha OCHOBA-
HUU abeppaHTHOTO MOBEACHUS YXaXKMBAaHUSI MyTaHT-
HBIX caMLoB D. melanogaster (Ito et al., 1996; Ryner
et al., 1996). B yacTHOCTH, CaMIIbl yXaXKMBaJIX IPYT 32
JIpyrom, odbpasys xapaKTepHYIO Lerouky (“courtship
chain”). Myrtauuu 1o reHy fruitless BbI3bIBaIM Hapy-
IIEHUE MOBENCHMS yXaXKBaHUS Pa3HOM CTEIEHU OT
MOJTHOTO OTCYTCTBMS yxaxkuBaHusi (Anand et al.,
2001; Goodwin et al., 2000; Villella et al., 1997) no us-
MEHEHMsI OTHEIbHBIX 3JIEMEHTOB OpavyHOTO puTyaja
(Ryner et al., 1996; Villella et al., 1997). ITo3xe 3TOT
I'eH OBUI MASHTU(UIIPOBaH B pa3HBIX I'PYIIIax Hace-
KoMBIX (Salvemini et al., 2010), Bkirrouass Orthoptera
(Ustinova, Mayer, 2006; Boerjan et al., 2011), Blatto-
dea (Clynen et al., 2011), Lepidoptera (Sasaki et al.,
2009), Hymenoptera (Bertossa et al., 2009) u pa3HbIx
npeacrasutenieit Diptera (Ryner et al., 1996; Gailey
et al., 2006; Salvemini et al., 2009; Sobrinho,
Brito,de, 2010; Salvemini et al., 2013).

I'eH fruitless siBnsieTcs1 aJbTepHATUBHO CIUIAMCH-
pPYyeMbIM FreHOM TPaHCKPUITIIMOHHOTO hakTopa. DTOT
IreH MMeeT OOJIBIION CHEKTP IUIEMOTPOMHBIX (PYyHK-
1IMi, B YaCTHOCTU, (PyHKIIMU TOJ0BOI nuddepeH-
LHUaluU, Pa3BUTHUS BUAOCHEUU(PUIECKOI MOpdOJIOo-
Ty ¥ II0JIOBOTO IIOBeAcHUSI caMuoB. I'eH fruitless
MMeEET CJIOXHYIO opranusanuio (puc. 1,a). Dkcrpec-
CHUsI MOXET UATHU C YeTbipex MpomMoTopoB (P1—P4),
IIpUYEM IPOAYKTHI ¢ IpoMoTOopoB P2—P4 He o61ana-
IOT IIOJIOBBIM IMMOPGU3MOM M CKOpPEee BCEro He
YYaCTBYIOT B PEryJSILIMM TOJIOBOTO TTOBEACHUSI, HO
HUTPaIOT BaXXHYIO POJIb B OJOBOM nuddepeHInaum
W PpasBUTHUN BUIOCHECHIN(PUIECKON MOPQPOIOTHUN.
Tonbko Haubosnee aAUCTaIbHBIN MpoMoTop Pl maer
nos-creuuduunbiii mpoaykt (FruM u FruF), npunu-
MaOII1i1 y9acTUe B PETY/ISILIMU [IOJIOBOIO IIOBEICHUS
camuoB. JIro60it BapuaHT 6enka, kpome Fruf, conep-
xut BTB-nmomen (MoTuB 6€10K — O€IKOBBIX B3aIMO-
JIEMCTBUI) U OOUH M3 JOMEHOB C IIMHKOBBIM ITT1aJIb-
ueM. Kenckuit Bapuant Fruf non neiicteuem 6enka
transformer (Tra), He 3KCHpeCcCUPYIOILIETOCS B caM-
ax, IpeTepreBaeT CIIeHM(UUHBII IS CaMOK ajlb-
TEpHATUBHBIN CILIAMICUHT, B pe3yjbTaTe 4ero B Haua-
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JIe TPAaHCKPHIITA TTOSTBIISIETCS CTOTT-KOMOH. MYsKCKOI
BapuaHT FruM umeer Ha 5’-KoH1e Kycok u3 101 amu-
HOKHCJIOTBI, OTCYTCTBYIOIIMI B APYrux uzogopmax
(Ito et al., 1996; Ryner at al., 1996). Cy1iiecTByIoT Tp1
uzodopmsl reHa FruM: A, B u C (puc. 1,6).

FruM skcrnpeccupyercss MpakTUUECKH TOJIBKO B
HEepPBHOM crcTeMe, a MMEeHHO, mpuMmepHo B 1500 Heii-
pOHax CEHCOPHOM, LIEHTPAJIbHOM U MOTOPHOM CU-
creM (Manoli et al., 2005; Stockinger et al., 2005).
Hapsiny ¢ reHoM fruitless B peryasiiiuu moJIOBOTO Mo-
BeneHust D. melanogaster yyacTByeT TeH doublesex
(Baker, Wolfner, 1988; Sanders, Arbeitman, 2008;
Rideout et al., 2010; Robinett et al., 2010). Bo MHOTHIX
MOTYJISILASIX HEMPOHOB BKCIIPECCUPYIOTCS 00a reHa,
X0Ts doublesex, B orimune oOT fruitless, ydacTByeT B
noJjioBoi nuddepeHIMalNN pa3INdHbIX TKaHEH (He
TOJIbKO HEMPOHAIbHBIX), U TPAHCKPUIIThI TeHa dou-
blesex Tpanciupyiorces y oooux oo (DsxF u DsxM).
Y camMok BHauaje TpaHCKpuOupyeTcs reH Sex lethal
(Sxl), zamyckamluii B CBOIO oudepeldb (pakToOphl
cruiaiicuHra transformer (Tra u Tra-2), npuBoasiye
K 00pasoBaHUI0 (YHKLUMOHAJIBbHOro Oenka DsxF
(puc. 2). Y caM1I0B B OTCYTCTBUU SXI IMociiemoBaTeIb-
HBIH CTUTAaICHT MIET ITO-MHOMY, TIPUBOIS K 06pa3o-
BaHUIO (PYHKUMOHAIBHBIX 6e1K0B DsxM u FruM.

ITOBEAEHUE YXAXKNBAHWA
D. MELANOGASTER

bpaunoe moBeneHue D. melanogaster MHOTO u
naBHO ucciaeayercs (Sturtevant, 1915; Bastock, Man-
ning, 1955; Bennet-Clark, Ewing, 1970; Greenspan,
Ferveur, 2000; O’Dell, 2003; Lasbleiz et al., 2006).
Crenyer OTMETUTh, YTO CIeUM(PUIECKUX CUTHAJIOB
JalbHero neiictBust y D. melanogaster He BBISIBIEHO.
Myxu JIeTST Ha 3anax 1IN, 1, y>Ke OKa3aBIINCh He-
MOCPEACTBEHHO Ha KOPMOBOI 0a3e, HauMHAIOT Je-
MOHCTPUPOBATh OpadyHoe moBeaeHue. B mpupone
pasHble BUOBI IpO30(UI MOTYT OKa3aThbCs B OTHOM
MecTe, MPOCTO CAETEeBIIMCh HA OWMH TUIM KopMa (Ha-
MPUMEpP, TPYXJISBBINA MEeHb), TO3TOMY CUTHAJ OIU3-
KOTro neiicTBUs (=yxaxKMBaHUS) CIIyXXUT U JJISI pac-
MMO3HAaBaHWs BUAA, U IUISI OLEHKN MHIMBUIYAIbHBIX
XapaKTepUCTUK mnojoBoro mnaptHepa (BemenwHa,
2005).

VxaxxuBanue D. melanogaster mpencTaBisieT CO-
00li mocea0BaTEeIbHOCTh CTEPEOTUITHBIX aKTOB, B
pe3yJibTaTe KOTOPbIX MPOUCXOAUT OOMEH CUTHAJIaMU
pa3Hoit MmoganbHOCTH (puc. 3, puc. 4). [Ipubmke-
HUE caMlla K caMKe PEeryjaupyeTrcsl 3puUTeIbHBIMU U
onbdakTopHbIMU cTUMyIaMu (Agrawal et al., 2014;
Kimura et al., 2015). Korma camen; oka3biBaeTcs psi-
JIOM C CaMKOii, OH KacaeTcsl MepeIHUMU HOTaMu
Opromka caMku (ourynbiBaHue). [1pu olrynbIBaHUW
pazapaxaroTcs crnelnnpuyeckrue BKyCOBbIE PELIETITO-
PBI, PACIIOJIOXKEHHBIC Ha IUCTAJIBHBIX YJEeHUKaX T1e-
penHux Hor camiia. Eciu caMka yxonuT, camell Tpe-
ClielyeT ee, TIPU 9TOM OH NEPUOANYECKU OTBOAUT OJI-
Ne 4
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Jlokyc fruitless
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Puc. 1. a — Cxema opraHm3anuu jokyca fruitless u ero cruiaiic-dpopm. P1—P4 — anbrepHaTUBHBIE IPOMOTOPHI; S — TTOI-CIIe-
uudUIHbIe criaiicupyembie 9k30HbI; C1—C5 — ob1ue 3k30HbI (Koaupytoive BTB nomen); A—D — 9k30HbI, cieliu(UYHbIe
IUIST pa3HBIX M30(popM (KOAUPYIOIINE TOMEH ¢ IMHKOBLIM MaliblieM, ZnF). 6 — opranusanust Tpex n30(hopM MY>KCKOTO BapH-

aHTa reHa fruitless. C paspemenust apropa (Vernes, 2014).

HO KpbUIO BOOK, BuOpupys wuM (IeHHE).
AKYCTUUECKMII CUTHAJI, BBI3bIBAEMBI BHUOpaueii
KpbLia, aKTUBUPYET pelienTophl JI)KOHCTOHOBA opra-
Ha Ha aHTeHHax (Fabre et al., 2012; Coen et al., 2014).
[lenne, Kak mpaBUIO, BHI3BIBAET OCTAHOBKY JJOKOMO-
LMY pelenTuBHOI camku. [Tocse aToro camelr Kaca-
eTCs XOO00TKOM KOHIIa OpIoIIKa caMKU (JIM3aHUE).
B npoiiecce a1M3aHust aKTUBUPYIOTCSI peLIENTOPHI XO-
00TKa U, MPEANOJOXUTEIbHO, MAKCUJIIIPHBIX IILy-
nukoB (0030p: Kohl et al., 2015). PeuenrtuBHast cam-
Ka MOAHMMAET KPbUIbs, HaBas BO3MOXHOCTh CaMILy
YCIIEIITHO KOITYJIMPOBATh.

XUMHUYECKHUE CHUTHAJIBI, PELHEIITOPBI
N MHTEPHENPOHDBI

Ha cerogHsiHuii JeHb CIIOXWIACH OTHOCUTEIb-
HO SICHasI, XOTSI JaJIeKO U HEIIOJIHASI KapTUHA O CUT-
Hajax M BOCIIPMHUMAIOIIUX WX pelLernTopax u/Wiu
CEHCOPHBIX HEMpOHAaX, yJacTBYIOIIMX B OpraHu3a-
Uy IToBeAeHUs yxaxkuBaHus D. melanogaster (puc. 4).
Oco0eHHO MHOTO HMCCIeNOBaHUI MOCBSIIEHO BOC-
OPUSTUIO U aHAJIU3Y JIeTy4nX (TabJ1. 1) 1 KOHTaKTHBIX
¢depoMoHOB (Tadj. 2). Jleryuue (pepoMOHBI, peryian-
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pylollive yXaXXnuBaHHUE, CIEHU(MDUIECKN CTUMYJIMPY-
IOT PELeNTOpbl aHTEHH, KOTOPbIE€ OTHOCSTCSI K Ce-
MeiictBy OR (odorant receptor, Kurtovic et al., 2007;
Van der Goes van Naters, Carlson, 2007; Wang et al.,
2011). Kpome Toro, ctumymsiuust peuenropa 1R84a
(IR — ionotropic receptor) 3amaxamMmu IMUIIKA TaKXKe 3a-
nyckaeT yxaxuBaHue (Grosjean et al., 2011). Kon-
TaKTHBIE (hepOMOHBI (YIJIEBOAOPOIBI KYTUKYJIBI), pe-
TYJIMPYIOLINE yXaXXWBaHUE, OTHOCSATCS K TPeM ce-
meiictBaM peuenrropoB: GR (gustatory receptors,
Bray, Amrein, 2003; Miyamoto, Amrein, 2008; Moon
etal., 2009; Koganezawa et al., 2010), Ppk (pickpock-
et, Liu et al., 2012; Lu et al., 2012; Thistle et al., 2012;
Todaetal., 2012; Vijayan et al., 2014) u IR (Kohl et al.,
2014). TTokazaHo, 4YTO B OJIb(paKTOPHBIX CEHCOPHBIX
HelpoHaxX, B KOTOPBIX 3Kcrpeccupyorcs OR67d,
OR47b 1 1R84, Tak:ke 3KCIPECCHUPYIOTCS ITOJI-CIIe-
uudUIHbIe TPAHCKPUIITHI TeHa fruitless (Stockinger et
al., 2005; Grosjean et al., 2011). Yto kacaeTcst BKyco-
BBIX PELENTOPOB, TO Ko-3Kcrnpeccus FruM u Ppk23,
Ppk25, Ppk29 nokazaHa B CEHCOPHBIX HEMpOHax Jia-
MoK rnepeaHux Hor u xobotka (Thistle et al., 2012).

Ha ceromHsmnHuii 1eHb K OCHOBHBIM IOJOBBIM
¢hepoMoOHaM OTHOCHT JIeTyuMii CVA (IIpOM3BOAUMBINA
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Puc. 2. CxeMa Kackana onpeneieHus nona 'y Drosophila
melanogaster. Sx1 — ren Sex lethal, Tra — reH transformer,
dsx — reH doublesex, fru — reH fruitless, DsxF, DsxM u
FruM — ¢yHKIIMOHaIbHBIE GEJIKU COOTBETCTBYIOIINX T'e-
HoB. C paspenreHust aBTopoB (Yamamoto, Koganezawa,
2013).

NPUAATOYHBIMHU XKeJIe3aMU caMlla) U KyTUKYJISIpHBIE
yraesonopoasl 7-T, 7,11-HD u 7,11-ND. 13 Hux cVA
u 7-T BBIOEASIOTCS caMLIOM M padOTaroT KakK aHTU-
acdponmsuak sl IPYyrux caMioB (XOTsI TIEPBBIii BbI-
MoJHsSeT U Apyrue (gpyHkimu), toraa kak 7,11-HD u
7,11-ND BbIIensIIOTCS CaMKOIT 1 3aITyCKalOT yXaXKi-
Banue camiia (Fernandez, Kravitz, 2013; Gomez-Di-

az, Benton, 2013). IIpuMegaTebHO, YTO BCE 3TH Ye-
ThIpe (PEPOMOHA IIPUCYTCTBYIOT Y A€BCTBEHHBIX U CO-
[MaJlbHO HEOMNBITHBIX 0CO0eil 000ero Iosia, HO B
pasnuuHbix KonnuectBax (Yew et al., 2009). YrieBo-
nopoawl caMku 7,11-HD u 7,11-ND akTuBupyioT pe-
menTopsl IR52¢-IR52d, GR68a, GR39a u koMruiekc
Ppk23-Ppk29 Ha Horax camiia IIpH OIIYIILIBAHUM, 1
9TO 3aIlyCKaeT JajbHeilee yxaxuBaHue. CMmech
ML, MP u MM, BblgensieMasi CaMKOi, aKTUBUPYET
peuernrropsl OR47b 1 OR88a, n mo KpaitHeit Mmepe ak-
tuBausi OR47b npuBoguT K GoJjiee MHTCHCUBHOMY
yxaxkuBaHu1o. @epoMoH cVA, IIpOayLIMPYEMEIL CaM-
oM, ctumyJimpyet peuentopbl OR67d Ha aHTeHHax
CaMKH U TIOBBIIIAET €€ peleNTUBHOCTh. Kpome cur-
HaJIOB, U3JaBacMbIX MyXaMU, 3anaxyu nuinu, PAA u
PA, axtmBupyiot perienropsl IR84a n aktTmuBN3npyIoT
yxaxuBaHue camiia (tadi. 1,2, puc. 5,a).

Bo Bpemst yxaxkuBaHUSI Ha CaMKy ITOITafaeT yrie-
Bonopond camua 7-T, a ¢VA u CHS503 nepenarorcs
caMKe B Mpoliecce Komyasuuu. Yriaesomopon 7-T,
MOIAaBIIMK Ha CcaMKy, IO-BUAUMOMY, aKTUBUPYET
peuentopbel GR32a-GR33a u Ppk23-Ppk29 npyrux
YXaXXMBAIOIINX CaMI1IOB, B pe3yJIbTaTe YeTO OKa3bIBa-
eT TOPMO3HOE BO3IeiicTBUE Ha yXaxkuBaHue. Mepo-
MOH CVA, TiepefaHHbIi1 KOMYJIMPOBaBIlIeii cCaMKe, aK-
tuBupyer OR67d m OR65a Ha aHTeHHaX caMlia 1, TT0-
Bunumomy, Ppk23-Ppk29 Ha Horax camiia, Takxke
MPpUBOJIS K TOpMOKeHUIo yxaxkuBaHusi. CHS503, neii-
cTtByd Ha peuentop GR68a, Takke IIpUBOIUT K II0-
JaBJICHUIO yXaxkuBaHus (Tadi. 1,2, puc. 5,0).

B cygae BcTpeun nByx camiioB 7-T n cVA Topmo-
34T yXaXKMBaHMUE MOCPEACTBOM aKTUBAlLIUKM PELEIITO-
poB OR67d u OR65a Ha aHTeHHAX U, MO-BUAVMOMY,
Ppk23-Ppk29 u GR32a-GR33a na Horax. 7-T cinox-
HBIM U HE OYe€Hb IMOHSTHHIM 00pa30M TaKXKe TOPMO-
3uT aktuBauunio OR47b. B To ke BpeMs 3anax Ui

Ta6auna 1. KoHcrienuduyeckue onb(pakTOpHbIE CUTHAIBI M COOTBETCTBYIOLINE PELEHTOPBI

Jlurang HcTtouHuK Peuenitop [TpueMHUK [ToBeneHue

cVA (cis-vaccenyl acetate) Camerg OR67b Camka PeuentuBHOCTH CAMKM

cVA >> OR67b Camelnr Arpeccust caMiia

cVA Camka OR67b >> AHTHadpoaU3UaK 1T caMiia

cVA Ooba moma OR65a Camka Monynsamus pelenTUBHOCTH
caMKu

cVA >> OR65a Camen Monaysiust yXaxkuBaHUST U
arpeccuu y camiia

ML (methyl laurate) Camka OR47b >> VYxaxuBaHue camiia

ML, MP (methyl palmitate), Ooba moa OR&88a Ooba 1oa Arperaims camMoK;

MM (methyl myristate) arperanmsi CaMiioB

9-T (9-tricosene) Camert OR7a >> Arperanusi caMok, OTKJIagKa
SIUIL; arperalust CaMiioB

PAA (phenylacetic acid), TMuia IR84a Camelr YxaxuBaHue camua

PA (phenylacetaldehyde)

HpuMeqalme. CepBIM IIBETOM OTMECUYCHBI TC PCLCNTOPLI, B KOTOPLIX ITPOUCXOJUT IKCIIPECCHUA I'€Ha fruitless.

JKYPHAJI OBLIEN BUOJIOTUU
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Puc. 3. Cxema yxaxxuBanust y Drosophila melanogaster v D. virilis.

(PAA u PA), aktuBupytoiuii IR84a, BbI3biBaeT ro-
MOCEKCyaJlbHOE MOBeeHUEe caMlIOB (puc. 5,8).

Eciu cameu D. melanogaster BcTpedaeT CaMOK
npyrux BunoB (D. simulans, D. yakuba, D. virilis), TO
yXaxkMBaHUE TOPMO3UTCSI B pe3yiabTaTe aKTHUBALMU
peuentopoB GR32a-GR33a camma Hem3BeCTHBIMH

JKYPHAJI OBILIE BUOJIOTUU Ne 4

TOM 79 2018

MoKa YrJIeBOAOpOAaMU reTepocneuduyeckKux ca-
mok. Eciu xe camka D. melanogaster BcTpedaeT caM-
noB apyrux BuaoB (D. simulans, D. yakuba, D. erecta),
TO yXaXXUBaHUsI HEe MPOUCXOAUT B pe3yJibTaTe TOTO,
qto yrineBomopoxasl 7,11-HD u 7,11-ND camku akTtu-
BUPYIOT HEU3BECTHHIC II0KA PELICHTOPhI TeTepOCIIe-
nuduyeckux camiioB (Depetris-Chauvin et al., 2015).
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Mosr

X0060TOK I'na3

AHTeHHa

YsieHUKM JanKku

Puc. 4. CxeMa CEHCOPHBIX IIPOEKIINII CUTHAJIOB Pa3HOt
MOJAJIbHOCTH, 3aIeICTBOBAHHBIX B OBEICHU YXaK1Ba -
Hust Drosophila melanogaster. AL — aHTeHHaJIbHAs TOJIS,
OL — ontnueckas noiast, AMMC — aHTeHHaJIbHBIA U Me-
XaHOCEHCOPHBIIX MOTOPHBII LIeHTp, SOG — MOATIOTOY-
Hblit ranrnuii, TG — rpyaHoit ranriauii. C usMeHeHUsIMU,
¢ paspeieHus aBTopoB (Yamamoto, Koganezawa, 2013).

OnbdaKkTOpHBIE PELIETITOPHBIC HEUPOHBI, B KOTO-
phix aKkcripeccupyercss OR67d, mpoeuupyioTes B II0-
MepyJibl DA1 aHTeHHaJIbHBIX JOJI€ FOJIOBHOTO MO3-
ra (puc. 6). Heiiponsr DAI nayt B rpruGOBUIHEBIE Te-
Ja, obpasys cBsi3u ¢ HelipoHamu DCI1. ITocnengnue
nepenaoT MHGOpMAILMIO Ha HUCXOASIIUKN HEHpOH
DNI1, d4eit akCOH mMaeT B BEHTPaJbHBIC TaHTJINU
(Stockinger et al., 2005; Kondoh et al., 2003; Ruta et
al., 2010; Datta et al., 2008). ITpumegaTesIbHO, YTO BO

BCEX YKa3aHHBIX HeiipoHax skcrpeccupyercsa FruM.
DTOT TeH TaKKe DKCIIPECCUpPYeTCsl B KiacTepe Heii-
poHOB MAL, KoTopsIii BKiTrouaeT 30 KJIeTOK Y CaMIIOB
U BCETo 5 KJIETOK Yy CAMOK. OTU HEHPOHBI MOTydaroT
BXxonmbpl OT peuenropoB Ppk23-Ppk25, nHemocpen-
cTBeHHO uiM yepe3 HelipoHbl VAB3 1 PPN 1. Curna-
JIbl MHTETPUPYIOTCS B KJIacTepe HeiipoHoB P1, koTo-
PBIiT BKITIO4aeT 0Ko1o 20 KJIETOK U IPEACTABIISIET CO-
00lf LIEHTP MHTETpallMy BCEX CEHCOPHBIX BXOIOB,
3allycKarmoluuii noBegeHue yxaxxkuBaHus (Yu et al.,
2010; Kohatsu et al., 2011; Clowney et al., 2015; Kall-
man et al., 2015). ¥ camM110B BO Bcex HeiipoHaX 3TOro
Kiactepa skcnpeccupyerca FruM u DsxM. ¥V camox
nox, neiicteueM DsxF knactep P1 snuMunupyercs.
VY camok HelipoHBl KiacTtepa pCl, B KOTOPBIX 3KC-
npeccupyercsa DsxF, BBITONHSAIOT posib MHTETrpaLy-
OHHOTO 1IEHTpAa, PETryJIUPYIOLIETOo pPelenTUBHOCTD
(Zhou et al., 2015).

AKYCTUYECKMHN KAHAJ:
ITYTb OT PELEIITOPOB A0 'EHEPALIMUN
AKYCTUYECKOI'O CUTHAJIA

Ocobu D. melanogaster 060ero moiaa BOCIIPUHU-
MaloT aKyCTUYECKHE CHUTHAJIBI C ITOMOINBIO JI3KOH-
croHoBa opraHa. [lomx neficTBeM 3ByKa IMTPOMCXOIUT
BI/I6paLII/Iﬂ ApUCThI U TPETBETO CEIrMEHTA aHTCHHbI, B
pe3yiabTaTe 4ero akTUBUPYIOTCSI XOPIOTOHAJIbHBIC
pelenToOpHbIC HEMTPOHBI BO BTOPOM CETMEHTE aHTEH-
Hbl (Albert, Goepfert, 2015). OT pelleNTOPHBIX HEMi-
poHOB WH(OPMAIS TIepeaaeTcs Ha JOKaIbHBIC MH-
tepHelipoHbl (aLNs) M IIpoeKIIMOHHBIE HEHPOHBI
(aPNs, Vaughan et al., 2014) B aHTeHHaJIbLHOM MeXa-
HOCEHCOPHOM 1 MoTopHOM 1eHTpe (AMMC) (puc.
6). N3 sTOTO 1LIeHTpa OAUH Kiacc HelipoHoB (aPN1)

Taﬁ.nmla 2. KOHC]’[CL{I/IC])I/I‘-ICCKVIC BKYCOBBIC CUT'HAJIbI 1 COOTBETCTBYIOIIIME PEUCIITOPHI

Jlurang Hcrounnk Pentenitop IIpuemnauk IToBenenue

7-T (7-tricosene) Camert GR32a Oo6a mona VBeauueHre pelernTuBHOCTU
CcaMKU; aHTHa(hPpOaU3UaK IS
camia

9-T, 11-P (11-pentacosene) >> GR32a, GR33a Camenr AnTnadponusmax st camia

? Camka GR33a >> [MpeamnouyTeHUEe caMLiaMu
MOJIOJIBIX CAMOK

? >> GR39a >> IponomxeHue yxaxxuBaHus
camia

7-T Cameln GR66a >> AnTHnadpoausunak st camia

CH503 Camka Gr68a >> INonaBneHMe yxaXKnuBaHUs camIia

7-T, cVA Cawmelr Ppk23 >> AHTHadpoausmnak i camia

7,11-HD (7,11-heptacosadiene), Camka Ppk23, Ppk25, >> Hauano yxaxkxuBaHust caM110B

7,11-ND (7,11-nonacosadiene) Ppk29

7-T Cawmerr Ppk29 >> AHTHnadpoan3uak 1jisk caMiia

? CamMmka IR52¢/d >> Hauano yxaxuBaHnus camia

HpuMeqaﬂue. CepBIM IIBETOM OTMECUYCHBI TC PCLCNTOPLI, B KOTOPLIX ITPOUCXOJUT IKCIIPECCHUA I'€Ha fruitless.

JKYPHAJI OBLIEN BUOJIOTUU
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Puc. 5. XuMnueckue CUTHAJIBI Y XEMOPEIIETITOPHI, 3a/IciCTBOBAHHbBIC B TTIOBeNIeHUY yXaskuBaHus Drosophila melanogaster. a — Tpu
BCTpeYe camlia ¢ JEBCTBEHHOM caMKoii yriieBonopoasl camku 7,11 HD u 7,11 ND akrtusupyior peuernropsl IR52¢c-1R52d, GR68a,
GR39a, Ppk23-Ppk25-Ppk29 Ha namnkax repenHux KoHeuyHocTe camua. Jletyune epomonst ML, MP, MM, BeiaensieMbie CaMKOIA,
akTuBUpYIOT perientopbl OR47b 1 OR88a Ha anTeHHax camiia. JleTyanii hepoMoH cVA, TTpOIyLIPyEeMbIii CAMIIOM, CTUMYJIMPYET pe-
nenropbl OR67d Ha aHTEHHAX cCaMKM M YCWIMBAET ee pelenTruBHOCTh. Kpome Toro, 3anaxu ruiuu (PAA, PA) akTuBUpYIOT penern-
Topkl camiia IR84a, aktuBuaupys yxaxubanue. 6 — Eciu camelr BcTpeyaeTcs: ¢ HeIaBHO KOITY/IMPOBAaBIIIEii CAaMKOii, TO OHa BpeMEeH-
HO CITocoOHa BBIIETIAITH JieTyunii (pepoMoH cVA 1 yrieBonopossl 7-T u CH 503 (mosmyyeHHbIE OT APYroro camiia B IMPOoIIecce KOITy-
Jisimn), crumyampyroive OR peuenTopsl Ha aHTeHHax 1 GR u Ppk peuenTopbl Ha J1ankax caMua; 3T0 NMPUBOIUT K TOPMOKEHUIO
yxaxkuBaHusl. ¢ — [1pu BcTpede IByX caMIIOB JIeTyuuii (hepoMoH cVA u yrieBonopon 7-T aktuBupyroT OR penienTopbl Ha aHTEHHAX
u GR u Ppk perienitopbl Ha J1arkax, TopMo3s yxaxkubanue. Jleryune epomonsl ML, MP, MM aktusupyroT petentopel OR47b Ha
aHTeHHaX, HO B TAJIbHEUILIEM 3TOT CUTHAJI TOPMO3UTCSI yriieBoaopoaoM 7-T. Posib oqHUX peLienTopHbIX O€1KOB AoKa3aHa (CIUIOLI-
Hasl yepTa paMoOK), APYTUX — Ipearnojaraercs (MyHKTUpHas yepTa paMok). 3amaxu muinu (PAA, PA) cTuMyIupyioT peuenTophl
IR84a, aktuBu3upys yxaxxkubaHnue. C usMeHeHUsIMU, ¢ pasperieHus aBTopoB (Depetris-Chauvin et al., 2015).

XYPHAJ OBIIIEN BUOJIOTUMU TomM 79 Ne 4 2018
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Puc. 6. CxeMa MHTeTrpalMy CUTHAJIOB pa3Hoil MomaibHOCTU. Kitactep Mo3ra P1 moirygaeT BXOObI OT 3pUTEIBLHOM, aKyCcTHYEe-
CKOI U XMMMYECKOH (3amax U BKYC) CEHCOPHBIX CCTEM U 3aIlyCKaeT yxaxkMBaHue. B cepbiX MpsiMOYrojibHUKAX yKa3aHbl pe-
LIETITOPHBIE HEWPOHBI U MHTEepHEeHpoHHbI. [t HelipoHoB MAL mokasan Heliporpancmuttep TAMK (GABA), mist HelipoHOB
F — neitporpancmutrep riyramar (VGlut). Crpesiku 0603HavaioT BO30yXatolue BXoibl, T-00pa3Hble OTPe3KU — TOPMO3HbIE

Bxozpl. C paspelieHus aBTopoB (Auer, Benton, 2016).

rnepenaet WHMOpPMaLMIO Ha CreurdUuIecKue s
camiia HelipoHbl VPN1 (3KBUBaJIEHT 1151 CaMOK He-
u3BecteH). anee nmapoOpMalIMs OCTyHaeT B MHTE-
rpatiioHHbii eHTp P1 (=pCl y camMoK), 0 KOTOpoM
yKe yrmoMuHanoch paHee. Kak FruM, tak u Dsx skc-
MPECCUPYIOTCS B pelLIeNTOpax U MHTEpHEMpoOHax pa3-
Horo mopsnka ciayxoBoro nytu (Kamikouchi et al.,
2009; Tootoonian et al., 2012; Lehnert et al., 2013).

B necHe D. melanogaster pa3nuyamT IBa KOMIIO-
HEHTAa: MYyJbCOBYIO MECHIO M TaK Ha3bIBAEMOE KyXK-
xkaHue (puc. 7; Shorey, 1962; Bennet-Clark, Ewing,
1967; IlomoB u ap., 2000). Ilpeamosaraercsi, 4to
MYyJIbCOBBIII KOMIIOHEHT OTBEYaeT 3a BUIOCITELIN(PU-
YyecKoe pacro3HaBaHME, IPUYEM OIWH M3 ITapaMeT-
POB MYJbCOBOM MECHU, MEXITYJbCOBBIA MHTEpBal,
MMeEeT KJII0YeBOEe 3HauyeHUe IS pPaclO3HAaBaHUS
(Ewing, Bennet-Clark, 1968). Kpome Toro, 1mynbco-
Basi TIECHSI CHMKAET JJIOKOMOIIMIO Y CAMOK U TTOBBIIIIA-
€T NOABMXXHOCTh M TIOMCK ITapTHepa y camioB (Ben-
net-Clark, 1969; Schilcher, 1976; Kowalski et al.,
2004; Shirangi et al., 2013; Vaughan et al., 2014). Bro-
POl KOMITOHEHT, XYX KaHUe, CIYyXXUT B OCHOBHOM
IIJIsI TIPUBJIEUEHUSI BHUMAHMSI CAMKU M, TAKUM 00pa-
30M, sIBJIsIeTcs apponusrakoM (Shirangi et al., 2013).

KaxoBa HelipoHHas perynsiuust nenus D. melano-
gaster? Heitponsl ki1actepa P1 MoxXHO cuuTath “KO-
MaHIHBIMU HEipOHAMU” , KOTOpbIE 3aITyCKalOT TeHe-
pauuio oboux sneMeHToB recHu (Hedwig, 2000; Co-
en et al., 2014). Uudopmamma u3 xmacrepa Pl

JKYPHAJI OBLIEN BUOJIOTUU

repenaeTcss Ha HUcxonsue HeiipoHsl pIP10 u P2b,
MOChIJIAaloIIMe aKCOHbl B TOpaKajdbHble TaHTJIUU
(puc. 7; Phillipsborn et al., 2011; Kohatsu et al., 2011).
B TopakaiabHBIX TaHTJIMAX JOKAIU3YETCsl LIEHTPalb-
HBII reHepaTop naTtrepHa necHU. LleHTpanmbHBII re-
HepaTop MyJbCOBOM MECHU BKJIIOUAET B cebs1 HEMpPO-
Hbl dPR1 (B mpoTopakaJbHOM raHTIWM) U HEUPOHBI
vPR6 1 vMSI11 (B Me30oTOpakasibHOM TaHiun). Heii-
pounl dPR1 ompenensioT mpucyTrcTBUe/OTCYTCTBUE
MyJIbCOBOM TTecHU, VPR6 HelipOHBI BIUSIOT HA MEX-
MyJIBCOBBIM MHTEpBaJI, Torma Kak VMSI11 HelpoHBI
3aIlycKaloT pacnpaBjieHue OJHOTO Kphblia 6e3 Bubpa-
1uu. M3 BhllIeniepeynciieHHbIX HEHPOHOB B HUCXO-
nameM pIP10 u topakanbHbix dPR1u vPR6 sxcripec-
cupyloTcs reHbl doublesex v/vnu fruitless. Kpome To-
ro, HeJlaBHO ObLIa OOHApyXKeHa IpyIina TopakKaabHbIX
HeiipoHoB TN1A, B KOTOpBIX 3KcIIpeccupyeTcss Dsx
U KOTOpBIE SBJISIIOTCS T€HEpATOpaMU JAPYroro sJe-
MeHTa TIeCHHU, XyxokaHud (Shirangi et al., 2016).

3a reHepaiyio IByX 2J€MEHTOB MECHU OTBEYaloT
pa3Hble KPbUIOBbIE MBIIILILI, UHHEPBUPYEMbIC pa3-
HbIMM HelipoHaMu. 3a XXy>XX>KaHWE€ OTBEYAeT MBbIIIIA
hgl, yBesimueHHas y caM110B, 32 ITyJIbCOBYIO MECHIO —
OIMHAaKoBas y caMIIOB M caMoK Mbitiiia psl (Shirangi
et al., 2013). Cpenu TopakadbHBIX KPBLIOBBIX MBIIIIL]
TOJIBKO B 9THX JBYX MBbIIIIIIaX 9KCIpeccupyercs dou-
blesex. I'eH fruitless sKcIIpeccupyeTcsl He B MBIIIIIAX,
HO B HEKOTOPBIX MOTOHEMPOHAX, BKJIOYasi MOTOHEW -
poH hgl (Rideout et al., 2007). HengaBHO OBL10 MOKa-
Ne 4
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Puc. 7. a — AKyctudeckuii curHai yxaxxuBanust Drosophila melanogaster. 6 — Cxema NoITyJISILINIA HEITPOHOB, 3aeiCTBOBAaHHBIX
B BOCIIPMSITUM M TeHEpaIlMy aKyCTUYecKoro curHaia D. melanogaster. C U3BMEHEHUSIMHU, € pa3pelieHust aBTopos (ITomos u ap.,

2000; Auer, Benton, 2016).

3aHO, YTO aKTUBHOCTb IOCJIEIHETO KOHTPOJIUPYETCS
Heiiponamu TN 1A (Shirangi et al., 2016). Bojee To-
ro, B mpouecce pa3putus skcnpeccus Dsx B TN1A
MPUBOAUT K TMOBBIIIEHUIO TIJIOTHOCTU aKCOHATbHBIX
OTPOCTKOB B 00JIaCTU I€HAPUTOB MOTOHEepoHa hgl.

MOXHO JIN CYUTATDB I'EHbBI FRUITLESS
N DOUBLESEX “HOTSPOT” TEHAMW?

B oGmem TtpeHae paboT, pa3zpadaThIBaIOLINX
WIEI0, YTO TeH fruitless — TOTEHIUANbHBINA TeH,
OIpPENe/ISIOIINI 3BOJIOLNI0 GPavYHOIO TMOBEICHUS,
BBIIIEJISICTCSI OAHO HedaBHee UcclieloBaHUE, KOTOPOe
OpoTUBOpeYnT 3TOoMy yTBepxkaeHMIo (Cande et al.,
2014). Ina nccneqoBaHus ObUIM BBIOpaHBI TPY BUIA
Ipo30o¢ui, CUJILHO OTInvaroiecs ot D. melanogas-
fer IO MOBENEHUIO YXAXKUBAHUSI U CTPYKTYpE MECHU.
B puryane yxaxuBaHusi Tpex BuaoB, D. yakuba,
D. persimilis u D. ananassae, IpUCYTCTBYIOT 3JIeMEH-
THI, OTCyTcTBYIOImMe y D. melanogaster. Hampumep,
camusbl D. ananassae BUOpUpPYIOT 000OMMU KPBUIbSIMHU,

JKYPHAJI OBILEN BUOJIOTUU
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B OTJIMYME OT CaMIIOB OCTAJIBHBIX TEPEUMCICHHBIX
BUIOB, KOTOpPbIE U3Ia0T CUTHAJI, KaK MpaBUJIO, Of-
HUM KpbUioM. Y D. yakuba w D. persimilis 60JbIIy1O
OO BpEMEHM yXaKMBaHUs 3aHUMAIOT BU3yallb-
Hble CUTHAJIBI, KOTOPBIE TTPAKTUYECKU OTCYTCTBYIOT
y D. melanogaster. B yactHoctu, camen D. yakuba ne-
MOHCTPUPYET MeIJIECHHOE KPYXXeHE BOKPYT CaMKU;
camen D. persimilis, Oerasi 1iepen caMKOIi, OTBOIUT
OIHO KPBLJIO, BBITATMBAET XOOOTOK, MallleT Nepe/-
HUMHM HOTaMHM M KadaeT OpIOIIKOM BBEPX-BHU3
(puc. 8,a). [lecHu Bcex yeThIpeX BUIOB CUJIBHO pa3-
JINYAIOTCS TIO aMIUIMTYIHO-BPEMEHHBIM ITlapaMeT-
pam. B curnane D. yakuba BBIIEISIOT 1Ba 3JI€MEHTA,
nyabchl U miendku (clacks), mpuyeM HWHTEpPBAIbI
MEXITy MyJIbCaMU CYIIeCTBEHHO OOJIBIIE, YeM MEXKIY
nyibcamMu B mniecHe D. melanogaster. B curnamax
D. persimilisn D. ananassae nMeeTCSI OTVH 3JI€MEHT —
MyJIbChI; HO TIyJAbChl D. persimilis — NMoAALUKINYE-
CKWE U CJIETYIOT C YIBOCHHBIM MHTEPBAJIOM I10 CpaB-
HeHuto ¢ D. melanogaster; y D. ananassae IOJINLIUK-
JIMYECKUE ITyJICHI CTPYIIIHPOBaHbI B Nayku (puc. 8,6).
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Puc. 8. a — Hexoropsie paznuuus B MOBEAEHUU YXaXUBaHUs y YeTbIpeX BUAOB Apo30oduil (IosicHeHUsI B TeKcTe). 6 — Ocuui-
JIOrpaMMBbl aKyCTUYECKOTo CUTHajla yXaXUBaHUsI YeThlpeX BUIOB Apo30dUi ¢ IBYMsI pa3BepTKaMu BpeMeHU. ¢ — OcLuuio-
rpaMMBbl aKyCTMYE€CKOTO CUTHAJIa yXa>KMBaHUSI Y TPAHCTEHHBIX MyX MO reHaM fruitless u doublesex. C pa3pelieHUsI aBTOPOB
(Cande et al., 2014).

D. ana-fru

ABTOpPBI HMCCJIENOBAIN POJb TeHOB doublesex W clemoOBaHO MOBENEHUE yXaKUBaHUS U TIECHST TPAHC-
fruitless B 2BOIIOIINY TIOBEIEHUS yXaXKWUBaHUS, KJIO- TECHHBIX MyX.
HupoBaB Fru nokyc u3 D. ananassae v D. persimilis n Bce TpaHCTEHHbIE MyXM YXAKUBATIU TI0 CXEME

Dsx JIOKYC — M3 BCEX YEThIPEX BUIOB. DTU JIOKYCHl D). melanogaster 1 He NEMOHCTPUPOBAIN OCOOEHHO-
ObLIM TIepecaxkeHbl D. melanogaster, ocJie 4ero UC-  CTeM, XapaKTepHBIX MJISI CBOEro BHUaa. lakxke Bce
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TpaHCTeHHBIE MyXU IIenu mnecHio D. melanogaster ¢
yepenoBaHMEM ITyJIbCOBOTO KOMITOHEHTA M Ky»K>Ka-
HUSI, IpUYEM BCe MYJIbChI ObUIM MOHOIMKINYCCKUE
(puc. 8, 6). Takuum 06pa3om, aBTOPHI ClIeTaId BHIBO,
4yTO caMM Mo cede reHbl Fru u Dsx He SIBIsSII0TCS TeHa-
MU, OTBETCTBEHHBLIMU 3a 3BOJIIOLINIO OPavyHOIO CUT-
Haia, T.e. “hotspot” reHamu. C 1pyroii CTOpOHBI, aB-
TOPBI NOTYEPKHYIU, YTO B JAJILHEUIIIMX HMCCIIeI0Ba-
HUSX cJienyeT OoOpaTUTh BHUMaHHE Ha HEWPOHHI,
KoTopble 3Kkcrpeccupyior FruM u Dsx.

I'EH-MUWIUEHU I'EHA FRUITLESS

Pesynbrarel uccinenosanus Kanne ¢ coaBr. (Can-
de et al., 2014) HEeyIMBUTEIbHBI, €CJIM IIPUHNMATH BO
BHUMaHME JTaHHbIC O MMOTEHIMAIbHBIX MUILIEHSIX I'e-
HOB fruitless n doublesex. IlpumMedaTesIbHO, YTO MU-
IIEHW 3TUX IBYX TPAHCKPUIIIMOHHBIX (haKTOPOB BO
MHoroM rnepekpoiBatorcs (Neville et al., 2014). DsxM
9KCIPECCUPYETCS B CYILIECTBEHHO MEHBIIIEM YUCTIe
Heitponos LTHC B3pocnoit Mmyxu, yuem FruM, Ho mo-
YTU BO BCEX HEHpOHaX, dKcIpeccupyrommx DsxM,
nnet Ko-s3kcnpeccus FruM. B mocienHue ronsl 66110
IIPOBEAECHO HECKOJIBKO HE3aBUCUMBIX MCCIIEIOBAaHUMI
(Dalton et al., 2013; Vernes, 2014; Neville et al., 2014),
B KOTOPHIX Pa3HBIMM METONAMM IOKAa3aHO, 4TO IJIs
pasHbIx n3zodopm FruM cymectyer pasHblii HabOp
reHoB-MuIleHeit. B omHoit u3 atux padot (Vernes,
2014) ObUI MCIIOJIL30BAaH METOJ, aHaJIM3a OEJIKOBBIX
B3anMmozeiictBuii ChlP-seq, ocHOBaHHbBIII HA UMMY-
HOTIPESIUTINTAILIMY XpOMAaTHA M BBICOKO3(DEKTUB-
HoM cekBeHUpoBaHuu JTHK. DToT MeTonm mmpoko
WCIIOJIb3YETCS IUISI TIOMCKA MECT CBSI3bIBAHMS TpaH-
CKPMIIIMOHHBIX (PakTOpoB. B pe3ynbraTe OBLIO TO-
Ka3aHo, YTO MUIIIEHU pa3HbIX U30(DOPM TepeceKaroTcs,

FruA
139

FruB FruC
81 137

Puc. 9. Yucno reHoB-mulneHeil Tpex n30ohopM reHa
Sfruitless. C paspeuienus aBropa (Vernes, 2014).

HO He coBnagalioT (puc. 9). bbUto Takke mokazaHo, YTO
TreHaMU-MUILIeHsIMU oboraieHa X-xpoMocoMa. bojib-
IIMHCTBO TeHOB-MUIIeHel FruM BoBiedeHEI B Takue
MpOLIeCChl, KaK CHUHaMNTUYecKas Imepegada, padora
MOHHBIX KaHAJIOB U pa3BUTHE HEUpoHOB (Tabm. 3).
Bo3MoXHO, MMEHHO 3TH T'eHBI IBIIIOTCI KaHInIaT-
HBIMM Te€HaMM [Jis1 JaJIbHEHINMX WCCIea0oBaHUM

Ta6auua 3. MosekysipHble (QYHKIIMU HEKOTOPBIX TeHOB-MUILIeHe ! TeHa fruitless

CBolicTBa reHOB

I'ennr Uzodopmsl FruM

AKTHUBHOCTb MOHHBIX KaHAJIOB

(GluRIB)

AXTUBHOCTB TpaHCMEMOpPAaHHBIX CUTHAJIBHBIX | Ssevenless (sev)

PELICIITOPOB White (w)

AKTHUBHOCTB PELIENITOPOB HEMPOMETNATOPOB

AXKTUBHOCTb UMMYHOTJIOOYJIMHOB
CuHanTuyeckas nepemaya Snap-25
Poct akcoHoB Dscam3

PazButue HCPBHO-MBbBIILICYHbLIX CUHAIICOB

NMDA peuentop (Nmdar2)

CyO0beAHUIIBI alIETUIXOJIMHOBOTO pelenTopa
(nAcRalpha-96Aa & nAcRalpha-7E)

M oHOTpOITHBIN INTyTaMaTHBIA pelenTop

Jodamunosslii petiernitop D2 (Dop2R)
Sex peptide receptor (SPR)

cemeiictBo Dpr

Neurolegin 1(Nlgl) fuch cacophony (cac)

FruA, FruB, FruC

FruA

FruC

FruA, FruB, FruC
FruA, FruB, FruC
FruA, FruB, FruC
FruB
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Puc. 10. ®uyoreHeTMYECKKME OTHOIICHUSI MEXIY HEKOTOPBIMU BUIaMu rpynibl Drosophila melanogaster, mocTpoeHHbIE Ha OC-
HOBaHUM aHaJIM3a YeThIpeX SNepHBIX TeHOB. CTpeikaMu 0003HaYeHBI YeThIpe Buia, oouTtarmine Bo BeeTtHame. D. prolongata
BBIACJISIETCSI CPEAN STUX BUIOB CBOMMM OOJIBIIMMU MEPEAHUMU KOHEYHOCTSMU C KOHTPACTHBIM PUCYHKOM U MSITHUCTBIMU
KpbUibsiMU. [1Ikana Ha n300pakeHUSIX KOHEYHOCTH U Kpbutia — 1 MMm. C U3MeHeHUsIMHU, ¢ pa3pelneHus aBTopoB (Setoguchi et

al., 2014).

6)II/I3KOpOI[CTBeHHbIX BUIOOB, pas3jinMyaronmuxcd I10
6pa‘-IHI>IM CUrHajiaM.

Hekoropslie u3 reHos-muiieHeir FruM uccneno-
BaJIUCh YK€ TaBHO, HE3aBMCUMO OT CBSI3U C T€HOM
Sfruitless, HO B CBSI3U C MyTallMsIMU, BJIUSIONIMMHA Ha
paziuyHble NapaMeTpbl IiecHU D. melanogaster
(Gleason, 2005). K Takum reHaM OTHOCSITCSI, HAIIPY-
Mep, TeHbl MOHHBIX KaHajioB. I'eH cacophony (cac),
Konupymoouuit ol cy0beInHUILy KaJablIMEBOTO KaHa-
Jla, ObLI1 TMEPBbIM MACHTU(GULUPOBAHHBIM T'E€HOM,
BAUSTIOIIUM Ha TiecHIo D. melanogaster (Schilcher,
von, 1976). DTOT reH BiaMseT HAa MHOTME MapaMeTphl
MecCHU, HO HauboJjiee CYIIeCTBEHHOE BJMSHUE OH
OKa3pIBaeT Ha 4MCio OMKIOB B mynbcax (Kulkarni,
Hall, 1987; Wheeler et al., 1989). K reHaM MOHHBIX
KaHaJIOB, BJIMSIONIMX HA TTapaMeTpbl IECHU, OTHOCST
Takke TeHbl paralytic (para) u slowpoke (slo) (Bern-
stein et al., 1992; Peixoto, Hall, 1998). I'ex para kogu-
pyeT TIOTeHIMalI-3aBUCHMMBbI HaTpUEBbI KaHal,
SKCIPECCUPYIOLIMIACS B MO3Te U B IJ1a3ax. MyTaHT 10O
B5TOMY T€HY, YyBCTBUTEJIbHbBIH K ITOBBILLICHUIO TEMITC-
patypbl, MMeeT TIOBBILICHHbI WHTEPBAI MEXIY
nyjibcaMu necHu. I'eH slo, kogupyronuyii Kajibluuii-
AKTUBUPYEMBIN KaJMEBbIA KaHall, TAKXKE BJIMSET HA
HECKOJILKO MapaMeTpoOB ITyJIbCOBOIO KOMITOHEHTa
necHu. Kpome Toro, HemaBHO TMOKa3aHO BIIMSIHUE
BTOTO TeHa Ha MEeCHI0-XYXKaHWe Yy IBYX BUIOB U3
rpynnbl D. melanogaster — D. simulans v D. mauritiana
(Ding et al., 2016).

PA3JINYNA B ITOBEAEHUUN YXAXKNWBAHUA
Y PA3HbBIX BUJOB IPO30DPUJT

PaHee MBI y3Ke YITOMSTHYJIY O pa3/INIUsIX B ITIOBEe-
Huu yxaxuBaHus y D. yakuba, D. persimilisu D. anan-
assae (Cande et al., 2014). Ho naxxe ecinu paccmarpu-

JKYPHAJI OBLIEN BUOJIOTUU

BaTh TOJBKO BUIBI, OJIM3KOPOACTBeHHBIC D. melano-
gaster, pa3u4usl B pUTyajle yXaXWBaHUSI TakKxke
MOTYT OBITh CymiecTBeHHBIMU. Hammpumep, eciam ga-
cTOoTa KomyJsiuuii camok D. melanogaster pakTuye-
CKU HE 3aBUCUT OT CTEIIEHHN OCBEIIIEHHOCTHU, TO TaKKe
BUObI, Kak D. simulans, D. mauritania, D. sechellia,
D. yakuba n D. erecta, nmpeanoynTaOT CIIapuBaTbCs
IpHU BBICOKOM ocBelieHHOcTH (Sakai et al., 2002).
DTO CBUAETENLCTBYET O TOM, YTO Y 3TUX BUIOB BU3Y-
aJIbHbIE CUTHAJIBI UMEIOT OOJIbllice 3HAYEHYE ITIPU BbI-
Oope TmoJioBOoro maptHepa, yeM y D. melanogaster.
Ponb BU3yallbHBIX CUTHAJIOB MOXKET OBITh HACTOJBKO
CUJIBHOI, YTO 3TO CKa3bIBaeTCs Ha MOPQOJIOoruye-
CKUX Ipu3Hakax. Hampumep, M3 4YeTbIpeX BUIOB
rpynnsl D. melanogaster, BcTpedaiomuxcs Bo Bpet-
HaMme, onuH Bun, D. prolongata, 04eHb CUIbHO OTJIV-
yaeTcsl mo MOp¢OJIOTUM OT HOMUHATHUBHOIO BHUIA
(puc. 10; Setoguchi et al., 2014). Camusl D. prolongata
MMEIOT OYEHb JJIMHHBIE IepeaHe HOTU (IJIMHOM C
TEJIO MyXH1), OKpaIlIeHHBIE B YePHBIC 1 OeJIbIe T10JI0-
Chl, a TAKXKE KPBLJIbSI C TEMHBIMU ITITHaMu. M1 Horu, 1
KPbUIbsl aKTUBHO UCIOJIb3YIOTCS BO BpeMsI yXaXK1Ba-
HUs1. B onpeneneHHBINT MOMEHT OpayHOIro puTyajia
caMell MeIJICHHO MOOHUMAET IepeaIHNe HOTU U I10-
oYepeqHO BOOUT MMHU mepen camkoil. OTBemeHue
KpbUIa B CTOPOHY M BUOpAaLsI KPBIJIOM TaKXKe OCY-
LIECTBJISIOTCSI CAMIIOM B TOT MOMEHT, KOTJIa OH HaX0-
JIUTCSI BIIepeay CaMKU, a He c3anu, Kak y D. melano-
gaster. Takum ob6pa3oM, BU3yaJibHble CUTHAJIbI 3aHU-
MalT OOJIBIIIYIO IOJII0O OT BPEMEHM YXaXXKWBAHUS Yy
D. prolongata u, no-BUIUMOMY, UMEIOT pelllaloliee
3HaYe€HME B BHIOOpE IOJIOBOro naptHepa. Kpome to-
ro, y D. prolongata onvicas euie oiuH, O4eHb CIIeII1-
duyeckuii, 3JIEMEHT yXaKMBaHUsI: caMell, HaXOAsICh
repes caMKoi (OpreHTAalMs IOJIoBa K TOJIOBE ), BBITSI-
Ne 4
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TMBaeT JIMHHBIE MepeaHNe KOHEUHOCTU, XBaTaeTCs
3a OpPIOIIIKO CaMKM M HauyWHaeT TpsAcTHu ero. Ilo-Bu-
INMOMY, TaKash MeXaHMYecKasl CTUMYJISLMUS CaMKU
CIOCOOCTBYET MOBBILICHUIO €€ PeLeNTUBHOCTU 1 TT0-
OoyxnaeT ee K Komyinsguuu. IlpumedaTrenbHO, 4TO B
JaHHOM cJjiydya€ Mbl UME€E€M IIPUMEP HACTOJILKO CUJIb-
HOIi IMBEpPreHIIMM OT 6a30BOro pernepryapa yxaxu-
BaHus D. melanogaster, 4T0 HaM axe TPYIHO TOHSITh
IIPOUCXOXACHNUE OTHCIBHBIX B3JIEMEHTOB YXaXXKNBa-
Hus D. prolongata.

Y npyroit rpynmsl apo3oduit, rpynmnbl D. virilis,
OpayvHbIl pUTYaJl HE CTOJIb 9K30TUYEH, KaK y D. pro-
longata, HO CyIIECTBEHHO OTJIMYAETCS OT XOPOIIO
n3ydeHHoro putyana D. melanogaster. B rpynme D. vi-
rilis HECKOJIBKO 3JIEMEHTOB yXaxkMBaHUSI, KaK IIPaBU-
JIO, COBEpIIAIOTCSI OAHOBPEMEHHO, CaMO yXaxKMBa-
HHe 0oJiee TIPOJOJLKUTEIILHO U MPENCTaBIsSIET COOO0M
MEHee KEeCTKYI0 M CTEPEOTUIIHYIO IOCjelIoBaTeIb-
HOCTb DJIEMEHTOB, yeM y D. melanogaster (Vedenina
etal., 2013; benkuna u ap., 2016). Hanmpumep, caMibl
D. melanogaster BHauaje ollyNbIBalOT OPIOIIKO caM-
KM IIepeaHeil mapoil HOr, 3aTeM M3[al0T aKyCThude-
CKUi1 CUTHAJI, IOCJIE YETO JIMKYT OPIOIIKO CAMKU, TO-
raa Kak caMubl D. virilis BHavaje J0JITO OIyIIbIBAIOT
W JIKYT OPIOIIKO CaMKHW, W TOJILKO ITOTOM M31al0T
aKkycruueckuii curtai (puc. 3). Ilo-Bugumomy, mec-
HsI UTpaeT MEeHee BaXKHYIO POJib B KOHCIIeLM(pUUe-
CKOM pacno3HaBaHMWU Y OOJIBIINHCTBA BUOOB D. Viri-
lis, Torga Kak 0oJiblliee 3HaUYeHNE UMEET XMMHUYecKast
KoMMyHUuKalusi. B To ke Bpems B rpynne D. virilis
MOIOT HE TOJIBKO CaMIIbl, HO U CAMKU, XOTsI POJIb aKy-
CTMYECKUX CUTHAJIOB CAMKM OCTaeTCsI 10 CUX TIOp He
oueHb noHsATHOM (LaRue et al., 2015).

BbIBOJbI U TTEPCITEKTUBDI

Hrak, Ha ceromHsIIHUI AeHb MOIyYeHbl MHOTO-
YMCJIEHHbIE JAaHHBIE 00 OpraHM3alliy TOBEOCHUS
yxaxuBaHusi D. melanogaster. TloBeaeHue yxaxxupa-
HUSI KOHTPOJIMPYETCS B IEPBYIO OUYepeab IByMSI reHa-
MU, fruitless i doublesex, KOTOpbIE TIPEACTABIISIIOT CO-
0ol1 anbTEpHATUBHO CIUIaiicupyeMble reHbl. Ho 1mo-
CKOJIbKY OHU SIBJISIIOTCSI TeHAMU TPaHCKPUITLIMOHHBIX
($akTOpOB U PEryIUPYIOT IKCIPECCUI0 MHOXKECTBA
JIPYTUX T€HOB, Bpsia U fruitless v doublesex oTBedaloT
3a BaXKHbIE 3BOJIIOLIMOHHBIE U3MEHEHUSI B OpayHBIX
CUTHaJjlaX, a CJIeIOBaTeJIbHO MX HEJb3s OTHECTU K
“hotspot” renam. Poib reHOB, peryJmpyeMbIx fruit-
less n doublesex, TOIbKO HAUMHAIOT UCCIEOOBATh, U
JIAaHHBIX MOKAa HEAOCTAaTOYHO, YTOOHI JAejIaTh KaKHhe-
J1160 BHIBOBI.

Ha ceromHglIHWiA IeHb OTHOCUTEIBHO XOPOIIO
KUCCIeA0BaHbl XUMUYECKUIA KaHa CBSI3W Ha Hadajlb-
HBIX BTamax yxaxuBaHusi D. melanogaster, a Takxke
aKycTU4eckuii KaHaj. O4eBUIHO, YTO KakK JIETydyHe
¢depOMOHBI U YIJIeBOAOPOIbI KYTUKY/bI, TaK U pe-
LIENITOPBI, BOCIIPUMHMMAIOLLIME 3TH JIMTAHIBI, MOTYT
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OBICTPO MEHSTHCS B MPOLIECCE IBOJIIOLIMU, UTO MOXKET
OBbITh TIPUYMHOM AWBEPreHUMU BUAOB. OrpaHUYEeH-
HOE YMCJIO HEeMPOHOB-TEHEPATOPOB pUTMa IIECHU
TakxXe CIMOCOOCTBYET ObICTPOIl 3BOIIOLMY MaTTepHa
aKyCTUYECKOIro CUTHaJa.

bricTpasi sBostonMs OpavyHbIX CUTHAJIOB CTaHO-
BUTCS OYEBUAHON B pe3yjbTaTe CPaBHUTEJIbHOTO
aHaM3a TMOBEACHUST yXaXkMBaHUsSI Yy Pa3HbIX BUIOB
nposodui. Jlaxke y 6J1U3KOPOACTBEHHBIX BUIOB POJIb
CUTHAJIOB OJIHOM MOAAJIbHOCTU MOXKET ObITh pa3iny-
HOI, U, KpOME TOTO, MOTYT TOSIBJISIThCS MMPUHILIUITU-
aJIbHO HOBBIE 3JICMEHTHI.

B kakux HampaBJIeHUSIX CTOUT pa3BUBaTh Aajlb-
Helille uccienoBaHus1 OpauyHOro MOBEASHUS TIPO30-
¢un? C ogHOI CTOPOHBI, KEIATeJIbHO MCCICAOBATh
pOJib TEHOB-MMUILEHEN ABYX TPAHCKPUITLMOHHBIX
dakTopos (fruitless u doublesex) B 3TOM OBEASHUM.
B ocobeHHOCTH HEOOXOAMMO OOPAaTUTh BHUMaHUE Ha
TCHBI, KOHTPOJIMPYIOIINE CUHAIITUYECKYIO IIepeaady,
paboTy MOHHBIX KaHAJIOB M pa3BUTUE HEHpPOHOB
(Tabu. 3). DT ucciaegoBaHUsI, HECOMHEHHO, JyYIlle
npoBoauTh Ha D. melanogaster. C apyroii CTOPOHBI,
OYEeHb XKeJlaTeJIbHO ObLTO OBl AajbHelIIee U3ydeHue
CUTHAJIOB YXaXXWBaHUs pPa3IMIHON MOHATbHOCTH.
Hanpumep, poib BU3yaJlbHBIX CUTHAJIOB ITpaKTUYe-
CKM He HccleaoBaHa, Tak Kak y D. melanogaster 3TOT
KaHaJl CBSI3M He MMeeT OOJIbIIOro 3HAYEeHUS IS
ycrexa criapuBaHus. B To Xe BpeMst y MHOTUX BUIOB
nposodui (Kak, Haripumep, y D. prolongata) 3TOT Ka-
HaJl KOMMYHHKAIIMYA 3aHUMAaeT OYeHb OOJIBIIYIO T0-
JII0 B TOBEIECHUU yXaxXuBaHus. Takxke CTOUT obpa-
TUTh BHUMAaHME Ha UCCISA0BAHNE PO XUMUIECKHIX
CUTHAJIOB, TOJIy4aeMbIX B TIpoliecce JIM3aHUs; KpoMe
TOTO, IMEETCsI Majio MH(GOPMALIMK O PeLICITOpax, 3a-
JIeiICTBOBAHHBIX B BOCIIPUSTUM 3TUX XUMWUYECKUX
curHanoB. Y D. melanogaster nu3aHue 3aHUMaeT
OYeHb HE3HAYUTEJILHYIO IOJIF0 OpavyHOro MOBEACHUS
U SIBJISICTCS 3aKJIIOYUTEIIbHBIM 3TAllOM YXaXKUBaHUS.
Ho, nanpumep, B rpymme BuaoB D. virilis nn3anue —
OYeHb JUIMTENIbHBIN 3Tar. Kakue pelienTopsl camiia
aKTUBUPYIOTCS B IPOLIECCE 3TOTO MIUTEIbHOTO JI13a-
Hug? Kakue curHaibl IojlydaeT caMKa B IIpoliecce
Jm3aHus? DTo MOTYT OBITh KaK XMMUYECKHUE, TaK U
TaKTUJIbHBIC PELIETITOPBI U CUTHAJIBI. [10CKOJIBKY Te-
HoM D. virilis monHOCTBIO cekBeHupoBaH (Gramates
et al., 2017), a caM BUJ OTHOCUTCS K CUHAHTPOITHBIM
BumaM, Haromooue D. melanogaster, D. virilis iocTe-
TIEHHO CTAHOBUTCS YIOOHBIM OOBEKTOM JIJISI TEHETH -
YEeCKMX Y MOJIEKYJISIPHBIX MCCJICTOBAHMIA.

Bripaxkato 6onbiryio omarogapHocts K.P. Cadpu-
Hoii (UITITU PAH) 3a momoliib B MOATOTOBKE PYKO-
mucu. Pabora ¢puHancupoBanack 13 rpanta PHO 14-
50-00150.
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Evolution of courtship behavior in Drosophila: From genes to behavioral programs

V. Yu. Vedenina*
A.A. Kharkevich Institute for Information Transmission Problems, RAS, 127051 Moscow, Bolshoy Karetny per., 19, Russia
#e-mail: vedenin @iitp.ru

In this review, I summarize a contemporary knowledge on genetics and physiology of multimodal courtship
behavior in Drosophila melanogaster. First, I discuss genes that control courtship behavior in D. melanogaster,
paying main attention to gene fruitless, an alternatively spliced transcription factor. Second, I consider recep-
tors and interneurons involved in the perception of chemical and acoustic signals, as well as the neurons par-
ticipating in song generation. Third, I compare courtship behavior in different species of Drosophila, and em-
phasize the differences in this behavior between the species. Finally, I discuss the perspectives of further stud-
ies on the mechanisms of courtship evolution in D. melanogaster and other species of Drosophila.
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