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MADS-reHbl UrparoT Ba>KHYIO POJIb B OHTOT€HE3€ PACTEHUN, OCOOEHHO B PETYJISLMU UHAYKIMYA U Pa3BUTUU
[BETKOBBIX OpPraHoB. MbI Beigenunu BoceMb nojHopasMmepHbeix KIHK HAM-reHoB (Helianthus annuus
MADS) noaconaednnka, kogupyronmx MADS-(pakTopbl TPaHCKPHIIAN, KOTOPbIE 3KCIPECCUPYIOTCA B TKA-
HsIX couseTHsd. B pamkax reHetmdeckoit ABCDE-Mofeny ueHTHYHOCTH LBETKOBBIX OPraHOB IPOBEJICHA
kinaccudukanmsi HAM-6enKoB cortacHO UX CTPYKTYPHOH rOMOJIOTHH C u3BecTHbIME MADS-dakTopamn
TpaHckpunuuu pacrenuit. 'eust HAM45 n HAM59 xopupytoT romeo3ucHyro C-pyHKIUIO U yYacCTBYIOT B
KOHTPOJIE pa3BUTHS PENPOAYKTHBHBIX OPTaHOB IIBeTKa, a HAM75 1 HAM92 — A-(pyHKIIO 1 MICHTHYHOCTD
I[BETKOBOI1 MEPUCTEMbI, MEPUCTEMBI colBeTus U JienecTKoB. ['ensl HAM31, HAM2, HAM63 u HAM91 ko-
aupyOT B-(yHKINIO 1 y9acTBYIOT B (POPMHUPOBAHHY JIEIECTKOB U THIYMHOK, a TeH HAM 137 xopupyeTt E-
¢ynkuuro. Ananu3s skcnpeccunt HA M-reHoB NOACOTHEYHNKA MTOKA3aJl, YTO CTPYKTYPHO-(PYHKIIMOHAIbHbIE
pa3IIuus SI3bIYKOBBIX U TPYOUYAThIX IBETKOB B COLBETHU MOTYT SIBIISITHCS CIIEJICTBAEM OTCYTCTBHS IKCIPEC-

cuu reHa HAMS59 npu MHUIMALIUY SA3BIYKOBBIX IIBETKOB.

KnroueBnle cioBa:
ABCDE-mopens.

MADS-daxkTopsl

ITpaBunbHOCTE OHTOrEHE3a JHOOOTrO OpraHu3Ma
OTIPENIENISIETCSl CTPOTUM U MHOTOYPOBHEBBIM KOHTPO-
JIEM HAJ| OKCIPECCHEW €ro TeHOB. Y 3YKapuoT
MADS-renb1 KOGUPYIOT CEMECTBO PETYISTOPOB TPaH-
CKPHIIMH, YYACTBYIOIMX B Pa3INYHbIX BasKHBIX OMO-
norudeckux pynkuusix (Messenguy, Dubois, 2003). 9tu
OeJIKU peryJupyroT Iepexoy] pacTeHU! OT BEreTaTHB-
HOT'O POCTa K PENPOAYKTUBHOMY Pa3BUTHIO, OTIPEEIS-
FOT UJIEHTUYHOCTh I[BETKOBOH MEpPUCTEMbI U LIBETKO-
BBIX OpTaHOB, pa3BUTHE KOPHS U ceMsi3adaTka (Ange-
nent, Colombo, 1996; Burgeff et al., 2002; Kim et al.,
2002; de Folter et al., 2006; Ferrario et al., 2006). 13Bect-
HO HECKOJIBKO COTEH NpefnonaraeMbix MADS-TeHOB y
pacreHunii; 6eJIKu, KOTUPYEMble UMH, XapaKTepU3YIOT-
cs1 HammuueM KoHcepBaTuBHbIX [THK-cBsi3bIBaromero
noMmeHa (MADS-60kc) u K-noMeHa, onpeaensitomux ux
(pyakmoHambHYIO crierupnaaocTh (Krizek, Meyerow-
itz, 1996). dunoreHe TMICCKUI aHAIN3 IIOKA3aJT, UYTO Ce-
MENCTBO pacTUTENbHBIX MADS-reHOB 00pa30BaHo He-
ckospkumu BeTBsimu (Becker, Theifen, 2003). Beero y
MOKPBITOCEMSIHHBIX ObLIO ompefenacHo 14 mopce-
MENCTB pa3NuYHbIX napanoroB MADS-renoB (Alvarez-
Buylla et al., 2000; Becker, Theif}en, 2003), mpuuem usie-
HbI OJIHOT'O MOfICEMENCTBA XapaKTEePU3yOTCsl OXOXKHU-

1 Pagora noppep:kana PoccuiickuM (poHIOM (yHAAMEHTAIBHBIX
uccnenosanuit 1 Hupepnangckoi opranuzanueit o HayyHbIM Hc-
cnefoBanusM (NWO) ( mpoekT NWO-PO DU Ne 047-007-016).

TPaHCKPHIIIHH,

Mopdorene3 uBeTka, Helianthus annuus,

MH TIaTTEpHAMH 3KCIPECCHH W B3aHMOCBS3aHHBIMU
ynkumsmu (Ng, Yanofsky, 2001).

HccnepoBannst IBETKOBBIX TOMEO3HUCHBIX MYTaHTOB
MOJIENTBHBIX pacteHuit Arabidopsis thaliana, Antirrhi-
num majus, Petunia hybrida no3sominu cpopMynpo-
BaTh OCHOBHbIE NMPHHLMIBI ONpENesICHNs] NACHTHYHO-
cti 1BeTKOBBIX opraHoB — ABCDE-mopens (Coen,
Meyerowitz, 1991; Angenent et al., 1995; Pelaz et al.,
2001). CornacHo 3TOil MOJIESIM UBETKOBbIE OpraHbl B
KaXJIOM Kpyre WACHTU(DHUIUPYIOTCI KOMOMHAIMEH
Ppa3IUYHBbIX akKTUBHOCTEH: A + E ompenensior ujeH-
TUYHOCTE YalleINCTUKOB, A + B + E — menectkos, C +
+ E + D — cemsizavarkos; B + E + Cu E + C orBeuaror
3a (popMIpOBaHNE THIYUHOK U IJIOAOMCTHKA COOTBET-
CTBEHHO. DTH aKTHBHOCTH BBISIBISIIOTCSI C OMOILBIO
TPYIIILI TEHOB, KOTUPYIOMIMX B OCHOBHOM MADS-(ak-
TOPBI TpaHCKpHUIIMHU. ViccienoBaHusi 3TUX OEJKOB Y
Pa3IMYHbIX PACTEHHUI BBISIBUIN CTPOrO€ COOTBETCTBHUE
MEKNly WX CTPYKTYpo#l W (PyHKIMOHAIHLHON aKTHBHO-
crero. IloncemeiicrBa pacturensHbix MADS-6Genkos
Ha3BaHbI TaK MO UMEHU OEJIKOB MOJIETILHBIX PacTEeHUI
A. thaliana n A. majus, 06pa3yroIux 3T TpynmbL. Tax,
A-aKTUBHOCTH NPHUCYILIA OMPEAEICHHBIM WIEHaM IOfI-
cemeiictBa SQUAMOSA/APETALAI, B-akKTUBHOCTb
komupytoT renbl rpynnbl GLOBOSA/PISTILIATA n
DEFICIENS/APETAL3, a Cu D — AGAMOUS/PLENA,
E-akTuBHOCTH mpeAcTaBlieHa TE€HAMH T[PYMIbI
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SEPALLATA. Bp1no IOKa3aHo, YTO UAEHTUYHOCTD

OpTaHoOB uBetka  A. thaliana onpegensoT
ciefyromue “KBapTeThl” MADS-6e1K0B:
AP1/AP1/SEP4/SEP4 - YalleJIUuCTUKH,

AP1/PI/AP3/SEP3 — nenectku, PI/AP3/SEP3/AG — TbI-
uynakH, SEP3/SEP3/AG/AG — nnoponuctuk (Honma,
Goto, 2001; Pelaz et al., 2001).

MpbI u3yvanu reHeTHYecKuil KOHTPOIIb Mopdore-
He3a COLBETHS MOJICOTHEYHNKA U poiab MADS-TeHOB B
atoM mporecce. I[lOJCONHEYHNK — XapaKTepPHbIH
MpeficTaBuTeNb ceMeiicTBa acTpoBbIX. ColBeTue noj-
COJIHEYHMKA — KOP3MHKA COCTOUT M3 COTEH MaJeHb-
KUX [[BETKOB IBYX TUTIOB. Ha mepudepnu Bo BHEITHEM
Kpyre pachoJIOXKeHbI SI3bIYKOBbIe HEMOJHbIE (OTCYT-
CTBYIOT TBHIYMHKU W TECTUK) CTEPUILHBIC I[BETKH, a
BCSI BHYTPEHHSISI YaCTh KOP3WHKH 3aHSTA (pePTIITHHBI-
MU TpyO4aThIMU IBETKaMU. HecMoTps Ha MHOrO4nC-
JICHHbIE HUCCIIEJOBaHUS MOP(OJOTUU U Pa3BUTUS
nBeTka actpoBbix (Palmer, Steer, 1985; Hernandez,
Green, 1993; Harris, 1995), odedb Majio MU3BECTHO O
Pa3BUTHUH COIBETHS U I[BETKA B 9TOM OI'POMHOM Ce-
MECTBE MOKPHITOCEMSIHHBIX C TOUKH 3PEHUS MOJIEKY-
nspHoil reHetuku (Yu et al.,, 1999; Kotilainen et al.,
2000; Dezar et al., 2003; IllennuxkoBa u ap., 2003;
Shchennikova et al., 2004). Beimenenne n n3ydenne re-
HOB, PETyJIUPYIOIUX MOP(OreHe3 IMOJCONHEYHNKA,
MOXKET OOBSICHUTH OTHOBPEMEHHOE NPUCYTCTBUE B
OJTHOM COI[BETHU MOP(OIOTHIECKN U (DYHKIIMOHAIb-
HO Pa3NNYHBIX [BETKOB, a TAaKXe AaTh HOBYIO HH(OP-
MAalIO O IPOUCXOKACHUN I[BETKOBBIX OPTaHOB U 9BO-
JOIMOHHBIX N3MEHEHMSIX B CTPYKTYpPE IBETKA.

MATEPHUAII 1 METOOUKA

B paboTte ncnonb3oBanu pacTeHUs MOJICOTHEYHH-
ka copra [lepenoBuK, BhIpallleHHbIE B TEIUTUIE TPH
20-25°C un 16-yacoBom cBetoBoM gHe. PHK BbImens-
JIY U3 1IeJIOT0 COL[BETHS AUaMeTpoM He Goiee 1 cM 6e3
00epTKHU 1 U3 OT/EILHBIX IBETKOB, COOPaHHBIX U3 CO-
LBETUS IUAMETPOM He Ooee 4 cM.

Ionyuenne kIHK-OuOamoTeku, MOJIEKYJISIPHOE
KJIOHAPOBaHWE W AaHAIN3 JKCIPECCHU TEHOB OCY-
LIECTBJISIIM COTJIAaCHO OINMCAaHHOMY paHee METORY
(Mannatuc u ap., 1984). Ananuz k IHK-oubnunoreku
1 MADS-6e71K0B XpU3aHTEMbI U IETYHUA B JPOKIKE-
Bo#i cucreme GAL4 npoBoauim corsaacHo MPOTOKOMY
¢pupmbI-mponssoguTes (“Stratagene”, CIIIA) u meTo-
muke Xouma u I'oro (Honma, Goto, 2001).

Inst cekBennpoBanus miazmupnon [THK ucnomns-
3oBasm cekBeHaTOp Amersham ABI-PRISM u naGop
peaktuBoB (“Stratagene”, CIIA). ITony4yennsie mo-
CIIEIOBATEILHOCTH CpaBHMBAIM C HaHHbIMH bBaHka
HanponanbHOro neHTpa OMOTEXHOJIOTMYECKON MH-
¢opmanmu (National Center for Biothechnology Infor-
mation) (http://www.ncbi.nlm.nih.gov) c nomol1po no-
uckooit nporpamMmel BLAST (Altschul et al., 1997).
Bripenennbie MADS-TeHbl cCpaBHUBANIN JPYT C APY-
T'OM H C y>X€ U3BECTHBIMU U3 JPYTUX PACTEHUH C HO-
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Xapaxkrepuctuka K[JTHK HAM-reHoB OfICOTHEUHUKA

Howmep nocty- Yucao aMuHO- reHbI—I‘OM.OJIO—
k[JHK 1a B GenBank |ACTIOT KOAPY-| T A. thal{ana
eMoro 6eska u A. majus

HAM2 |EF612597 239 AP3, DEF
HAM31 | AAO18230 196 PI, GLO
HAM45 | AAO18228 267 AG, PLENA
HAMS59 | AAO18229 247 AG, PLENA
HAM63 |EF612598 239 AP3, DEF
HAM75 | AAL83209 248 API, SQUA
HAM9I | AAO18231 210 AP3, DEF
HAM92 | AAO18232 251 AP, SQUA
HAMI137)| AAO18233 253 AGL9 (SEP3)

mompio nmporpamm ClustalX (ftp://ftp-igbmc.u-stras-
bg.fr/pub/ClustalX). [Ins pmroreHeTHIecKoro aHaju-
3a ucnoip3oBamu pgaHable ClustalX m Tree-View
(http://taxonomy.zoology.gla.ac.uk/rod/treeview.html).

PE3YJILTATBI 1 OBCYXJIEHUE

Ha mepBoM 3Tame BBIIENWIN MOJTHOPa3MepPHbBIE
k[JHK MADS-reHoB, 3KCIPEeCCUPYIOLINXCS B COLIBE-
TUU NMojiconHeynuka. I{yst atoro ¢ nomoibsio MPHK,
BBIJIEJICHHON W3 TKAHU COL[BETHS Ha CTAAUsIX 3aKyasl-
K{ LBETKOB U 3aKPbITHIX (O NbUICHUS) TPyOUaThIX
1BEeTKOB, cocTtaBuiau KIHK-6ubnuoreky (Manuatuc
u ap., 1984). B pesynpraTe ruopugnsanyun KJJHK-616-
auoTeku c¢ reHamm pMADS3 (X72912) netyHuu u
CAULIFLOWER (NM_102395) A. thaliana Beinenunu
ceMb nonHopa3mepHbix K[JHK MADS-renos mnop-
COJNIHEYHMKa, Ha3BaHHbIX HAM-renamu (Helianthus
annuus MADS). Ananu3 x[IHK-6uOnmnorexku, npo-
OOJKCHHBI B  [BYXTHOPDUAHOW  APOXKKEBOU
GALA4-cucreme, BbIsiBEA mnonHopa3MmepHble KIHK
6enkoB HAM2, HAMG63, B3auMOAEHCTBYIOIIUX C
6enkoM HAM31 (tabnuua). CpaBHeHUE aMUHOKHC-
JIOTHBIX nociegoBaTejbHocTeil HAM-6eNKOB ¢ u3-
BecTHBIMI MADS-6enkaMu Ipu MOMOIIM TPOTpaM-
Mbl BLAST mnokaszano, 4To UI€HTUYHOCTH MEPBBIX
n3BecTHBIM MADS-6e1kaM CIOXKHOIBETHBIX CO-
cTaBisieT oT 84 10 99%, a MADS-6enkam apyrux ce-
MEUCTB MOKPBITOCEMSHHBIX — OT 52 o 80%. biot-
ruOpupgu3anusi cymmapHoii PHK, BbimenenHoil u3s
pa3HBIX YacTell IBETKOB MOJICOTHEYHNKA, TOKa3ana,
uyto reHbl HAM75, HAM92 skcripeccupyroTcs B Jie-
MeCTKaxX U B CEMSIHHON o0ojiouke, HAM45 — B ceMs-
3ayaTke, a HAMS9 — B cems3auaTkKe, TBIUMHKAX,
CTONIOMKE U PLUIbLIE NecTuka (HeomyOJl. JaHHBIE).
ITockonbky cTpykTypHble TOMosoru MADS-reHos
BBITIOJIHAIOT CXOXUe (PYHKIUHU, MbI TpeAroiaraeM,
yto reabl HAM75, HAM92 xopupyroT akTUBHOCTD A,
HAMA45, HAMS9 — C, HAM137 — E, a reunt HAM31,
HAM?2, HAM63 n HAM91 — B.
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PuUIIOreHeTHIECKOEe JIPEBO, MOCTPOCHHOE HAa OCHOBE CPaBHUTENLHOTO aHANIM3a aMMHOKHCIOTHBIX MOCIE0BATENBHOCTEN
MIK-¢pparmenToB HAM-6enkoB u MADS-6enkoB A. thaliana, P. hybrida, A. majus u Chrysanthemum morifolium. B xauecTtse
MpefCTaBUTENS IPYrol (priIoreHeTHUECKO Ipynmbl ucnonb3oBaH 6enok UPS A. (Yka3zansl Tonbko HAM-6enku u rpynmo-

o6pasyromme MADS-6enku A. thaliana, P. hybrida, A. majus.).

g onpenenenns OOLIKX 3BOJTIOUUOHHBIX B3au-
MOCBsI3ell 9TuX 6enKoB ¢ apyrumu MADS-6enkamu
nposeny uorenernyeckuit ananus MIK-gpparmen-
ToB MADS- 1 HAM-6enkoB Arabidopsis thaliana, Pe-
tunia hybrida, Chrysanthemum morifolium n xiroue-
BbIX O€JIKOB Antirrhinum majus ¢ TOMOIIBIO MPOrPaMM
ClustalX n Tree-View. CorsacHoO NOJIy4E€HHBIM pe-
3yJbTaTaM OOJIBIIMHCTBO BbleJdeHHbIX HAM-reHoB
KOUPYIOT OEJIKM pPa3HBbIX MOJCEMENCTB CceMercTBa
MADS-¢akTOpOB TpaHCKPHUIIH (PUCYHOK ), YTO yKa-
3BIBAET HA BO3MOKHYIO AYIUIMKAIIIO T€HOMA TTOJICOIT-
HEYHMKa B Ipolecce 3Bomronun (Sossey-Alaoui et al.,
1998; Alvarez-Buylla et al., 2000).

MpbI mpoBesN aHalln3 3KCIPECCHM BBIIEIEHHBIX
TEHOB B Pa3JIMYHBIX YACTSX COLBETHS HA pPa3HbIX CTa-
[MSX ero pa3BUTHsl (HeomyOu. maHHbIe). HaubGomb-
U UHTEPEC MPEICTABIISIET NATTEPH SKCIPECCUU T'e-
Ha HAMS59. T'ubpunuszauus in situ cpe3a COUBETUS
IOJICOTHEYHNKA Ha CTafusIX 3aKJIaJKH I[BETKOB 1 Ha-
yana qudpepeHIMpOBKY IIBETKOBbIX OPTaHOB NOKa-
3aj1a OTCyTCTBUE TpaHcKpunra rena HAMS59 B nen-
TPaILHOI YaCTH 3apOfbIIIA I3bIYKOBOIO 1IBETKA. B TO
K€ BpeMSI OTMEYAJICsl CUIIbHBIA CUTHAJ B LEHTPANb-
HOM 4YacTH TpPyOYaThbIX LBETKOB, INE€ BIIOCIEACTBAU
Ppa3BUBANNCH TBIYMHKH U CTOJNOMK ITeCTHKA. BO3MOX-
HO, IMeHHO oTtcyTcTBre Oenka HAMSY9 onpenenser
CTEPWIBHOCTH SI3bIYKOBBIX IIBETKOB MOJCOTHEYHHKA.
1715t MpOBEPKU 3TOM T'UMOTE3bI MBI ITAHUPYEM B [laJTb-
HeMlleM MOJYYUTh TPAHCT€HHbIE PACTEHUSI C KOHCTH-
TYTUBHOM aKcnpeccueint rena HAMS9. Hamm fannbie

O HAIMYMHU Y MOJACOJHEYHUKa romMosoros MADS-re-
HOB, KOHTPOJUPYIOIUX MOp(OreHe3 1[BETKa, CBUfie-
TEIILCTBYIOT O TOM, UTO Pa3BUTHE OTMEIBHBIX IBET-
KOB CIIOKHOIIBETHBIX MPOUCXOJUT B COOTBETCTBUM C
ABCDE-Mopenso.
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MADS-Box Genes Controlling Inflorescence Morphogenesis in Sunflower

O. A. Shulga?, A. V. Shchennikova?, G. C. Angenent?, and K. G. Skryabin®
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Abstract—MADS-box genes play an important role in plant ontogeny, particularly, in the regulation of floral
organ induction and development. Eight full-length cDNAs of HAM (Helianthus annuus MADS) genes have
been isolated from sunflower. They encode MADS-box transcription factors expressed in inflorescence tissues.
In the frames of the ABCDE model, the HAM proteins were classified according to their structural homology
to known MADS-box transcription factors. The HAM45 and HAMS59 genes encode the homeotic C function
and are involved in the control of the identity of pistil and stamens, while the HAM75 and HAM92 genes deter-
mine the A identity of floral and inflorescence meristems and petal identity. The HAM31, HAM2, HAM63, and
HAMGO91 genes encode the B function and are involved in the formation of petals and stamens; and the HAM 137
gene encodes the E function. Analysis of the expression of MADS-box genes in sunflower has demonstrated
that the structural and functional differences between the ray and tubular flowers in the inflorescence could be
a consequence of the lack of HAM59 expression during ray flower initiation.
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