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% OnHUM M3 XapaKTepHbIX
npu3HakoB cemeiictBa Crucif-
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Cuutaercs, 4to peaykuus Opakrei
NpoU30LlLIa Y OTHOW NPeIKOBON
rpynmbl cemMencTBa.
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PEAYKLUUSA BPAvKTEVI B CEMEWUCTBE CRUCIFERAE:
FEHETUHECKUWN KOHTPOIJ1b 1 3BOJTIOLUINA

BBEJJEHVIE

[Iporpecc B U3yueHHUH MPOLLECCOB PA3BUTUS PACTEHHUIH B OCJIE/IHUE TO/Ibl ITPH -
BeJl K NOHUMAHHUIO 3aKOHOMEPHOCTEH TeHETHUECKOTO KOHTPOJI (hOPMUPOBAHHS
CJIOXKHBIX MOP(OJOTHUECKUX CTPYKTYp. BblsiBleHHE pas3jiMuuil B reHeTHIeCKOM
KOHTpOJIe pa3BUTHS MoOera U UBETKA Y Pa3HbIX BUJIOB, MO3BOJMJIO BbIIBUHYTD
PSIL MIPEANONOKEHHH O MeXaHU3MaX BOJIOLMH CUCTEM PEryJsillid HEKOTOPbIX
npudHakoB. CemeiictBo Cruciferae He BAsieTCS UIeaNbHBIM OOBEKTOM IS U3Y-
ueHUs TpobJieM IBOJIOLMH, TaK Kak 00J1allaeT BbICOKOH KOHCEPBATHUBHOCTBIO
B cTpoeHuH nobera 1 oco6eHHo 1BeTka. OaHako 6aaroaaps ycrnexam B H3ydeHUH
npoteccos passutust Arabidopsis thaliana (L.) Heynh, 370 cemeiictBo craso
OJIHUM H3 OCHOBHBIX TAKCOHOB, Ha KOTOPbIX H3yUalOTCs TeHETHUECKHE MEXaHU3Mbl
MopcoiorruecKoi sBoJouu [ 1.

OnHuM K3 XapaKTepHbIX MPU3HAKOB cemeiicTBa Cruciferae spasieTcst hopmu-
poBaHHe a0PaKTEO3HOTO COLBETHS, B KOTOPOM He TIPOUCXOJUT 00pa30BaHUs MPH -
LBETHBIX JIMCTbeB (Opakreit) (puc. 1). Cunraercst, 4to peykuus OpakTeil mpo-
M301L1a Y IMHOH MPEIKOBOH Ipynibl cemeiicTBa [2]. B noab3y sT0# runotesbl
CBUJIETEIbCTBYET TO, UTO (POPMUPOBAHUE OPAKTEH MPOUCXOMUT y MPEICTABUTEEH
6ssKopoactBennbix Cruciferae cemeiicts Capparaceae w Cleomaceae. 1lpu
sTOM B cemeiictBe Cleomaceae, naubogiee 6muskoro K Cruciferae [3], penykius
OpakTeil HAOMIOAAETCS B HECKOJIbKUX SBOJIIOLIMOHHBIX JHHUAX [4]. DTO paccmat-
pUBAeTCs Kak CreuaNu3alys OTAebHbIX TAKCOHOB BHYTPH CEMEHCTBA.

Takum o06pas3om, U3yueHHe TeHEeTUIECKOT0 KOHTPOJIS PEAYKIHH OpaKkTel Mo-
JKET TIOMOUb MOHATb MPUPOJLY MPOLECCOB, MPOUCXOAALIMX MPH (POPMUPOBAHUU
NPU3HAKOB TAKCOHOB paHra ceMeicTBa. B craThbe Ha mpumepe MOJEJIBLHOrO re-
Hetnueckoro o0bekta A. thaliana oGeyaatoTest MyTH reHeTHYECKOr0 KOHTPOJIS
peyKinu 6pakTell, a TakKe BO3MOXKHAs POJIb TEHOB, YUACTBYIOLIUX B 3TOM MPO-
1ecce, B 9BOJIOLNM CTPYKTYPbI COLIBETHS.

MYTAHTBI A. THALIANA, ®OPMUPYIOLLNE JIOXKHBIE BPAKTEU

B nacrosiiee Bpemsi y A. thaliana wasecTHO HECKOJBKO OJIHHOYHBIX H JBOK -
HbIX MyTaHTOB hopMupytolinx 6pakren (Tabi. 1). OnHuM U3 nepBbIX Obl OMHCAH
myTaHT leafy (Ify) [7] Ten LFY oTBeuaeT 3a nepexoj K 1IBETEHHIO U POPMUPOBA-
Hue (BaopasbHON MEpPUCTEMbL. ¥ MyTaHTa [fy LUBETKH MOJHOCTHIO HJIM YACTHUHO
npeo6pasyloTcst B BeretathBHble nooeru. Hactb no6eros pacrodioxkeHa B nagyxax
KPOIOLIUX JIMCTbEB. B HEKOTOPBIX c/iyuasix hepTH/IbHbIE IBETKH TaK XKe Pacnoo-
JKeHbl B masyxax JiuctbeB (puc. 1). Takum 06pa3oM, 4acTb COLBETHS y MyTaHTa
Ify bopmasibHO siBAsieTCss OpaKTeo3HOoi [8]. DTO MOCIYKUJIO OCHOBOH Mpe/rno-
JIOZKEHHUS1 0 TOM, UTO UMEHHO TeH LFY oTBeuaeT 3a peaykiuio 6pakTeil, To ecTb
B Mpolecce CTAHOBJIEHUSI ceMelCTBA reH npuobpes HOBYIO (yHKIHI0. OnHAKO
deHotun myranta Ilfy, y koroporo opmupoBaHue KpOIOUIUX JUCTHEB KOPPEJIH-
pyeT ¢ npuoOpeTeHUeM LIBETKAMHU MPU3HAKOB BEreTaTHBHBIX MOGETOB, He MPo-
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30 TEHETHKA [TOIYJISILIHHA H SBOJIIOLIHS
Tabauya 1
Ienbl Y MYTAHTOB, MO KOTOPbIM NPOUCXOJUT PAa3BUTUE 6paKTeﬁ
len ®enorun MyraHnrta ®ynkuys resa/renos Ha yposHe | IlpomykT rena | Merounuk
pacTeHust
TFL1 | YckopeHue nepexojia K 1IBETEHHIO, [Tonnep:xanue nponudeparuoit | Pocdarummi- [5, 6]
YMEHbIIIEHHE KOJIHUECTBA LIBETKOB AKTUBHOCTH arniKaibHON 9TAHOJIAMMUH,
B COLBETHH U (POPMUPOBAHHE MEPUCTEMbI COLIBETHS. CBSI3bIBAIOLLH
TEepPMHUHAJBHOTO LBeTKa. bazasbHble HeratusHo perynupyert reHbl 6eJ10K
LUBETKHU B COLIBETUH PA3BUBAIOTCS B Magyxax | HHULMALMU LBeTeHus (LFY
KPOIOLLUX JINCTHEB 1 API') B ueHTpasbHOH YacTH
MEPUCTEMBbI COLIBETHS
LFY | LlpeTku He pa3BUBAIOTCS WM TPHOOPETAIOT LleHTpasbHbI} TeH, Tpanckpur- [7, 8]
PsILIPU3HAKOB, XapaKTePHbIX Jy1sl o6ecreyuBatoLMi MHTErpaLuio LIMOHHBIH
BEreTaTHBHbIX NOOErOB: CIUPAJIbHBIH CHUTHAJIOB HHULHALIUK taxrop
(pusnoTakcue, norepst UIEHTHIHOCTH LIBETCHHUST H KOHTPOJIHPYIOLLIHH
opraHamu LiBeTKa, BeTBJIEHHE H (hopMHpOBaHHE MEPHCTEMBI
10sIBJICHHE KPOIOLLHX JIHCTbEB. ¥ aJjlieliel, upetka. [TosoxKuTebHBIH
(hopMUPYIOIIHX LIBETKH, IEPEXO/ K LBETEHHIO | PETYJISTOP TeHOB (DJIOPaAILHOTO
HaCTyMaeT Mo3Ke, YeM y pacTeHHil IMKOro THra | Mopcorenesa
APl | IloTepst HIEHTHYHOCTH OpraHaMH O06ecneunBaeT nepexoi K MADS-nomeH, | [9, 10, 11]
OKOJIOIIBeTHHKA. Pa3BuTHe B 30He [IBETEHHIO M KOHTPOJIHPYET coiepKalui
OKOJIOIIBETHHKA 111€CTH-BOCBMH onpejiesieHHe THITA OPraHoB TPAHCKPHII-
BEreTaTHUBHbBIX JIMCTHEB C AKTHBHBIMH OKoJIOLBEeTHHKA. [los10xKuTeIbHbI [MOHHBIH
nasyxamu. 3ajieprKKa rnepexojia K LIBeTeHHIO | peryJsitop reHa LFY, oGpasytoliuii chakTop
C HUM CHCTEMY C TOJIO?KHUTEJILHOM
00paTHOM CBfI3bIO
AP2 | ¥V asunenieii co ¢1aboil 3KCIPeCCHBHOCTbIO 3ajiep:kKa TepMUHALMK pa3BuTust | TpaHckpun- [12, 13,
MYTaHTHOTO TpU3HaKa (Harpumep, ap2-1), 1BeTKa, obecrednBaronias LMOHHbBIH 14, 15]
MPOUCXO/UT NOTEPS MAEHTHYHOCTH OPraHaMi | Pa3BUTHE OPraHoB ¢axrop,
OKOJIOLIBETHHKA, U BMECTO HUX [TPOUCXOIUT okoJioleTHHKa. OnpenesieHne cozepKalui
Pa3BUTHE BEreTaTHBHbIX JIHCTHEB C THIA OPraHOB OKOJIOLIBETHHKA AP2-nomen
AKTHUBHbIMU Naszyxamu. KosiuecTBo opraHos
B 9TOH 30HE MEHbLLIE, YeM Yy MyTaHTOB [10 I'eHy
APl — nBa-ueTbipe. Y MyTaHTOB C CHJIbHOM
9KCIPECCUBHOCTbIO MyTAHTHOTO [IPU3HAKA
MPOMCXO/UT JajibHElILee COKpalleHne
KOJIMYeCTBA OPraHOB LiBETKA, U BCe OpraHbl
npHOOpeTaoT YePThbl FeHEePATHBHbIX
BOPI, | Y oMHOYHBIX MyTaHTOB HabJIIOIAETCST Perysisitist MepucTeMaTHuecKoi Benku, [16, 17]
BOP2 | napyuieHue pa3BuTHs JlaTepasbHbIX AKTMBHOCTH KJI€TOK conepKallye
OpraHoB. DTO BbIpaxKaeTcsl, MPexK/e BCEro, | B MPOKCUMAJIbHON YacTH AHKHPHHOBbIE
B yBEJIMUEHUH NTpoJiepaTUBHON JIUCTBEB (0/1aBJIE€HHE PA3BUTHS MOBTOPbI
AKTHBHOCTH B MX MPOKCHMAaJIbHOH YacTH. JINCTOBOM MJIACTHHBI B parioHe u BTB/POZ
Y IBOHHOTO MyTaHTa POUCXOJUT yCHeHHe | (hOPMUPOBAHHS Uepelika ). JIOMeH
NPOSIBJIEHUST STOrO MPU3HAKA, a TaKxKe HerartuHblit perynsitop rena JAG
HabJoaeTcsl pa3BuTHE OpakTed
AGLS | Y ofMHOUHBIX MyTaHTOB HaGJIIOIAETCST Peryssitinst Bpemenu 3aupetanust. | MADS-nomen [18]
(FUL), 3a7epaKKa Nepexosia K LBETEHHUIO. Penyxuus 6pakreit coliepKalui
AGL20 Y 1BOFHOTrO MyTaHTa HabJ1l0/1aeTCsl Pa3BUTHE TPAHCKPUII-
OpakTen LIMOHHBIH
hakrop
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TEHETHKA TTOIYJISILIHA H 9BOJIFOLIHST 31
Tabauuya 1
IMponomxenue
JAG Y JOMHHAHTHOH MyTal}H 110 TeHY Kontposb Mopdorenesa Tpanckpwur- [2, 19]
MPOUCXOIUT Pa3BUTHE OPaKTEH. CTPYKTYPbI IMCTaJILHON YaCTH LIHOHHBIH
Y peliecCHBHbBIX MyTaHTOB HaOJ0aeTCsl JlaTepaJibHbIX OPraHoB thakrop,
HapylleHHEe PAa3BUTHS JlaTePa/bHbIX OPraHoB colepKallui
C,H, nomen

BRA Y MyTaHTa NPOUCXOMUT (hOPMUPOBAHHE
OpaKTeld ¥ TEPMHHAJIBHOTO LIBETKA.
Taxke HabJ1I01a€TCS HApyILLIeHHE KJIeTOYHOH
i depeHIIHPOBKY 1 3aBUCUMOCTH

ot doTonepuoja

Penykuus 6pakreli, noauepxatue
npoJindepaTHBHON aKTUBHOCTH

[IponykT rena
HeH3BeCTeH

[20]

anuKaJIbHOM MEPHUCTEMDI

THUBOPEUUT U JIPYTOH TPAKTOBKE PE3YJLTATOB MOTEPH (PYHK-
UMM TeHa, 3akKJovaiolleiics B OJHOBPEMEHHOM YCHJEHHH
BCEX MMPU3HAKOB XapaKTEPHbIX /51 BET€TATUBHBIX OGETOB,
B TOM YHCJIE, U B PA3BUTHH KPOIOLUX JIMCThEB. B nosbay 3Toi
TPAKTOBKH CBHJETE/bLCTBYET Pa3BUTHE OpaKTell Ha Mecre
OKOJIOLBETHUKA LIBETKOB Y MYTAHTOB C CHJIbHOH 3Kcrpec-
CMBHOCTBIO MYTAHTHOTO MpH3HaKa, Harnpumep [fy-6. Kpo-
M€ TOro, BO3MOXHOCTb PA3BUTHS OPAKTEO3HOTO COLBETHS
y psna Bunos Cruciferae, nanpumep, y Sisymbrium supi-
num L., 6e3 HapylIeHUst pa3BUTHS LIBETKA, CTABUT MOJL COM-
HeHue yuacTtue reHa LFY B mpolieccax peayKuun 6pakTed,
TaK KakK BO3BpAT K MPEAKOBOMY COCTOSIHUIO POUCXOIUT Oe3
HapylleHust OCHOBHOMN (yHKuMu rena LFY. CnenyeT otme-
THUTb, UTO Pa3BUTHE OPAKTEO3HBIX COLBETHH Y HEKOTOPBIX BU-
JIOB CEMEHCTBA HE MPOTUBOPEUHT MPEANONOKEHHIO O PEIYK-
KU 6paKTed y eAMHON MPeIKOBOK rPyMIbl BCEro ceMercTna:
OpaKkTen pPa3BUBAIOTCS Y OTAEJbHBIX BUIOB B KJajax ¢ Mpe-
MMYLIECTBEHHO aOpPaKTEO3HbIM THIIOM CTPOEHHUSI COLBETHS
(B 1aHHOM cJiydae pof Sisymbrium), 4To CBUACTEIbCTBYET
00 anoMophHOM XapakTepe 3Toro Npu3HaKa.

Y psina BUn0B cemeiictBa Cruciferae nabJionaetcst 3a-
na3aplBaHue PelyKIMM OpakTeil OTHOCHTEJIBHO Mepexoa
K hopMupOBaHHIO LIBETKA, Hanpumep, y Allyssum tortuosum
W. et K., Arabidopsis taxophylla, Camelina micocarpa
Andrz |21]. Ha ocHOBaHHH 3TOrO MOXHO MPEIOJIOKUTD,
UTO TeHETHYECKUH KOHTPOJb PelyKUUU OpaKkTel He CBsi3aH
HaMpsMYIO ¢ KOHTPOJIEM Pa3BUTHS LIBETKA U JUIst €r0 paboThl
HeoOX0UM UK GoJiee BbICOKUI YPOBEHb aKTUBHOCTH I'€HOB,
OTBEUAIOLIUX 32 MEPEXO]] K PA3BUTHIO COLBETHS, UJIH GoJiee
MPOJIOJKUTENLHOE BPEM$I BO3IEHCTBHUSA MPOJYKTOB ITHX Te-
HOB. B moJib3dy 3TOl TUMoTesbl CBUAECTEbCTBYET HAJHUUHE
OpaxTeil y 6a3ajibHbIX LIBETKOB MyTAHTOB C YCKOPEHHBIM TIe-
PEXOJIOM K LBETeHHUI0, Hanipumep, y terminal flowerl (tfl1)
[22] (puc. 1).

Eule nBa reHa, MyTauuu B KOTOPbIX BbI3bIBAIOT 0Opa-
30BaHHe OpPaKTeil, U3BECTHBI JOCTATOYHO JaBHO. DTO TeHb
APETALAL (AP1) u APETALA2 (AP2) [9; 12]. Bpakreu
y MyTaHTOB ap 1 MyTaHTOB ap2 co cjiaboil 5KCNPeCCUBHOC
ThIO MyTaHTHOTO Mpu3Haka (y ajieseil ap2 ¢ BbICOKOH 3KC-
MPECCUBHOCTBIO MyTAHTHOTO MPU3HAKA PA3BUBAIOTCS TOJBKO
reHepaTHBHbIE OpPraHbl) POPMUPYIOTCS HA OCSX, 3aKAHUMBA-

IOLIMXCS TeHEPATHBHBIMM OpraHaMM, T.e. Ha OCSX LBETKOB
Ha MecTe oKoJiolBeTHUKA (puc. 1). [1pn aTOM renepartuBHas
YacThb LBETKOB (THIYMHKH M MECTHK) Y STHX MYTaHTOB MpaK-
THUECKM HE OTJIHYaeTcsl OT UBETKOB JMKOro THna. bpakreit
Ha TJIaBHOH OCH COLBETHS Y HUX He 00pa3dyercs, UTo OTJIH-
4aeT WX OT MyTaHTOB 1o reny LFY. B 3oHe okoJsiolBeTHHKA
y MytantoB apl u ap2 obpasyeTcsi HOBOE COUETAHHE TPU-
3HAKOB, He CBOMCTBEHHOE PACTEHHIO IMKOTO THa (TabJ. 2).
YacTb 3THX MPU3HAKOB COOTBETCTBYET CTajJMH PA3BUTHS
BereTaTUBHOM YaCTH LBETOHOCA COLIBETHS, a 4YacTb CBOMC-
TBEHHA CTauu pa3BuTHs coupeTus. To ecTb, (hopMUpOBaHHE
OpakTeill HAa MeCTe OKOJIOLUBETHHKA y MyTaHToB apl u ap2
CBSI3aHO HE C MojlaBJeHueM pa3BuTHsI OGpakrei renamu AP/
u AP2, a ¢ Tem, 4TO B 3TO 30He He paBGOTAET MEXAaHH3M pe-
JYKUMH JIaTepabHbIX OPraHoB, NEHCTBYIOLIHE B COLIBETHH.
[Ipu 3TOM B OTCYTCTBHM (PYHKLIMOHHPOBAHUS I€HOB, OIpe-
JIeJISIIONINX Pa3BUTHE JIaTePaJibHbIX OPraHOB KaK OpraHoB
OKOJIOLIBETHHKA, MTPOUCXOIUT PA3BUTHE BEr€TATHBHBIX JIHC-
TheB [23]. Takum 06pa3om, MOKHO YTBEPKIATb, UTO T'€Hb
API w AP2 ne morsiu GbiTh CBSI3aHbI C PeyKLIHEH OpakTeil
y npenkoBbix hopm cemeiictBa Cruciferae, Tak Kak OHU He
YUacCTBYIOT B KOHTPOJIE 9TOTO MPU3HAKA.

MYTAHTBI A. THALIANA, ®OPMWPYIOLNE
UNCTVHHBIE BPAKTEU

B nocsienHue rojibl MoJiyueHo HeCKOJIbKO MyTaHTOB, CIO-
COOHBIX K (hOPMUPOBAHUIO HACTOSILIIMX OPAKTENH — KPOIOLIHUX
JIUCTHEB, HAXOASALIMXCSA MPH OCHOBAHUH HOPMaJIbHBIX 11BET-
KOB WJIM 1IBETKOB CO ¢JIaObIMU HAPYLIEHHAMH. DTO IBOHHbIE
myTantbl 1o reiam BIADE—ON—PETIOLE! w BIADE—
ON—PETIOLE 2 (BOPI, 2) [16], a rakxke AGAMOUS
LIKE 8 (npyroe HasBanue — FRUITFULL(FUL))
u AGAMOUS LIKE 20 (AGL 8, 20) [18]. Kpome 3Toro,
Opakren (HOPMHUPYIOT PACTEHHs, HECylLIHe JOMHHAHTHYIO
myTauuio no reny JAGGED — jag— 5D [2] nunu pelieccuBHYIO
myTauuio no reny BRACTEA (BRA) [20]. Y 3Tux mMyTaHToB
OpakTen pa3BUBAIOTCSl HA VIaBHOH OCH couBeTHs (puc. 1),
npu 3TOM NMpeoOPa30BaHUS LBETKA B BereTaTUBHbIHA mober
B OTJIMUMH OT MyTaHTa [fyy HE TPOUCXOJINT.
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Puc. 1. Ocesoie cxemvl pacmenutl dukoeo muna A. thaliana u mymanmos, popmupyroujux 6pakmeu. Yeaosnole o603navenus: 1 — cmebaesoil
aucem, 2 — b6pakmes, 3 — npoaugepupyowas oco, 4 — ysemok, 5 — ysemok mymanma lfy ¢ npusnakanu nobeea, 6 — yBeMoK MYMarnmos

apl uap2, noaykpyeom 0603HaUe oL 2eHePAMUBHbLE OP2aHbL

Tennt BOPI, 2 y pacrenuii qukoro tuna A. thaliana
IKCTIPECCUPYIOTCS B TPOKCHMAJILHON 4acTH JaTepasibHbIX
OpraHoB, ONpeae/sisi pa3BUTHE WX CTPYKTYpbl. DTHU TeHbl
HE M03BOJISIIOT JIMCTOBOH MJIACTHHE Pa3pacTatbesl B paloHe
uepelka — Yy JBOHHOrO MyTaHTa (hOPMHUPYETCsl CHISUMil
JIUCT U Pa3BUBAIOTCS MPUJIMCTHUKH. Y TPOHHOTO MyTaHTa
bopl bop2 [fy npoucxXoauT ycujeHUe Pa3BUTHSI JIMCThEB
B OCHOBaHUHU LBETKOMOA06HBIX 10Geros [ 16]. ABTopbl pado-
Thl TPAKTYIOT 3TOT (DEHOTUI KaK yCUJEHHE MpU3HAKa U Jie-
JIAIOT BBIBOJL O COBMeCTHOM yuactuu reHoB BOPI, 2 u LFY

B peaykuuu Opakreil. OnHako, yuuTbiBasi KpaiiHe cjadylo
BbIPaXKEHHOCTb MPHU3HAKOB 1IBETKA Y TPOHHBIX MYTAHTOB,
HaOM0aeMblil (DEHOTHII, BEPOSITHO, CJELyeT paccMaTpu-
BaTb KaK yBeJHUeHHEe pa3mepa cTeOJIeBbIX JIMCTEB, XapakK-
TepHoro aisi bopl bop2, Tak Kak npu notepe PyHKIUH reHa
LFY B OCHOBaHHHU LBETKOB MPOUCXOIUT PA3BUTHE JIUCThEB
AHAJIOTHYHBIX CTEOJEBBIM.

JomuHantHast mytauus no reny JAG — jag—5D Tak
»Ke, KaK U KOHCTUTYTHBHAS SKCMPECCHS I'eHa MOJL KOHTPO-
Jem npomotopa rena 35S PHK Bupyca mosauku upetHoit
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TEHETHKA T[TO1TYJISILHA H 9BOJIFOLIHS 33
Tabauya 2
CpaBHeHue CTPYKTYPbl OKOJIOIBETHUKA MYTAHTOB apI, ap2 C OKOJIOUBETHUKOM JUKOI'O TUllA U UBETOHOCOM.
Cocrosinus NpU3HAKOB, XapaKTepPHbI€ /11 pa3JUYHbIX 06J'laCTeI7l, OTMEYEHbI Cl)()pMaTMpOBaHl/leM
[Tpusnax Beeemamusras 30Ha [enepaTtuBHas 3oHa OKOJI01IBETHUK Okoaoysemuuk
ysemoHoca pacmerutl | UBETOHOCA paCTEHUH pacTeHu apl, ap?
duxoeo muna u JMKOTrO THIA U IMKOT0 THNA
mymanmos apl uap?2 myTtantoB apl u ap?2
AKTHBHOCTb aKCUJISIPHOH aKmusHa aKTHBHA Her aKmusHa
(nmasyuiHoi ) MepucTeMbl
Tun akcuasipHoi gecemamugHas thJ1opaJibHast Her paroparorasn
(masyniHoi ) MepucTeMbl
Penykuus ancra Hem €CTb HET Hem
Tun siucra BeeemamugHblLil He KJ1acCH(HULIMpyeTCst OpraHbl BecemamuB8HblLil
(sMcra Her) OKOJIOLIBETHHKA

Kanyctol — 355::JAG, hopmupyet Gpakreu, a OTCyTCTBHE
(DYHKIIMK 3TOTO TeHa CyNpeccHpyeT pa3BUTHE OpakTei
B 30HE €OKOJIOLIBETHUKA» y IBOHHBLIX MyTaHTOB apl jag u
ap2 jag v 4acTHYHO CyNpeccupyeT UX pasButue y l[fy—6
jag na rnaBHoil ocu couetusi. [TosTomy OblI0 BbicKasa-
HO MpearnoJoxkenue, 4to red JAG HeoOXOAUM J1JIsi PA3BUTHSI
6pakreii [2, 19]. [Tomumo 3TOrO, y MyTaHTa jAZ NPOUCXOAUT
yMeHbllIeHHe pa3mepa Bcex JiaTepaJsibHbIX OpraHoB. [eHbl
BOPI1, 2 HeraTHBHO peryJupyloT akTHBHOCTb rena JAG,
OrpaHUUMBAsl 30HY €ro IKCMPECCHH IUCTANBbHOH 4acTbio
JlaTepaJjibHbIX OpraHoB. ¥ JBoitHoro MyTaHTta bopl bop2
MPOUCXOUT yBeJMUeHHe YpoBHs 3kcnpeccnu rena JAG.
Y njomuHaHTHOTO MyTaHTa bop I —6D HabJionaercst CHUXKe-
nue skcnpeccuu rera JAG [16]. Onnako TpoRHOH MyTaHT
bopl bop2 jag hopmupyet GpakTen TakxKe, Kak U pacTeHHs
¢ mytauusimu bop [ bop2. To ectb otcyTeTBUe (yHKIMH JAG
B OTCYTCTBUH PyHKUMHU reHoB BOPI, 2 He PUBOJUT K pe-
nykiud 6pakreit. [Tockosibky B retome A. thaliana naiinen
romouior (53 % cxonctsa) rena JAG, nassannbiit JAGGED—
LIKE (JGL), BbICKa3aHO MPEANOJOKeHHe, COTIACHO KOTO-
pOMY (PEHOTHI TPOHHOr0 MyTaHTa SABJAETCS Pe3yJbTaToOM
paGoThl reHa, YaCTHYHO My OJupyioliero GyHkiuio rena JAG
npu pa3Butun Opakreit [2]. Takoe npeanosnoxeHue, oaHa-
KO, He oObsAcHseT, nouemy JGL He KOMIEHCHPYET (PyHK-
unio JAG B 1BoiiHbiX MyTaHTax jag apl v jag ap2 u jag lfy.
Kpome sToro, ocraercsi HEMOHATHON MPUUMHA OTCYTCTBHS
sKcnpeccuu rena JAG B Gpakresix Ha rJIaBHOI OCH MyTaHTa
[fy—6. O6HapyKeHHe IKCIPECCHH ITOTO TeHa B OpakTesix
MyTaHTa [fyy—6 Ha 0CsAX BTOPOTO MOPSJIKA, i€ NPOU3OLLLIO0
3aMelleHHe yUaCcTKOM COLBETHS 30HbI OKOJIOLBETHHKA J1a-
TepasbHoro ugetka [19], MoxeT ObiTh 0OBACHEHO TAKUM
»)Ke 06pa3oM, Kak U hopmupoBaHue GpaKTell B 30HE KOKO-
JIOUBETHUKA» y MyTaHTOB apl u ap2.

[IpoTuBOpeuus, Kacaiolecs MOHUMaHUs PYHKIIUY reHa
JAG, BeposiTHO BbI3BAHbI T€M, YTO B paboTax, MOCBSIIEHHBIX
M3YUEHHIO ITOTO T€HA, AaBTOPbl FOBOPAT O F€HETHYECKOM
KOHTpOJIe Pa3BUTHSI OpakTel M O reHaX, HeOOXOMUMBbIX /s

sTOoro mpouecca. [Ipu stom QyHKuMs reHa nocrysaupyercs
Ha OCHOBAHHWHU PeLyKUMH OpakTel y IBOHHBIX MyTaHTOB jag
apl w jag ap2, npu ToMm, uto Opakten apl w ap2 He sB-
JISIOTCSl AHAJIOTHUHBIMH OpaKTesiM, KOTOpble Pa3BUBAIOTCS
Ha ryaBHOM ocu coupetus. CrellyeT TakKe OTMETHTb, UTO
B 9BOJIIOLMK MTPOUCXO/IMIA HMEHHO PelyKlns OpaKTel, a He
ux o6pazoBanue. O6paliaet Ha ceOs1 BHUMaHKUE U TO, UTO Ha
GoJiee paHHUX Tanax ourorenesa A. thaliana narepasbible
opratbl (JIMCTbs1) pa3BUBAIOTCsL, POPMUPYsT PO3ETKY H CTeO-
JIEBbIE JINCTbS, A TOJbKO 3aTE€M MPOUCXOIUT HCUE3HOBEHHE
TeX JiaTepaJsbHbIX OPraHOB, KOTOPbIE JOJ/KHbBI Oblin o6pa-
30Bath Opakred. Takum o6pa3oM, MOKHO 3aKJIOUHTh, YTO
00pa3oBaHuUe JIMCTbEB NMPHU PA3BUTHH PACTEHUS MPOUCXOIUT
«no—ymoJiuauuto» (by default), a B mMomeHT uHULMaLMK
LBETEHUS BKJIOYAIOTCS MEXaHU3Mbl HX PEyKLIMH. Pacemar-
puBasi BOMPOC C 3TOH TOUKH 3PEHHUS, MOKHO MPEIIONKHUTD
CJIEYIONLYIO CXeMy MeXaHuama ydactusi reHa JAG B peayk-
U1K Opakred.

Ha ocHoBanuu denoruna tpoiiHoro mytanta bopl
bop2 jag, hopmupyiolero 6pakTeu B OTCYTCTBUH (PYHKIMH
rena JAG, MOXHO Mpe/roJarathb, YT0 9TOT FeH ONpeessieT
natrepH skcrnpeccuu reHoB BOPI, 2, KOHTPOJUPYIOUINX
peLyKLHIO OpaKTEH, UK OCYLIECTB/SET HX PETYJSALHUIO Ka-
KUM-JH00 UHbIM 06pa3oM. ¥ TpoilHOro MyTaHTa rnpu 6J10-
KUPOBAHUM MEHOB, OTBETCTBEHHbIX 3a PEAyKLMIO OpakTei,
OTCYTCTBUE UX PETYJIATOPA HE TPUBOJUT K IOMOJHUTEIbHBIM
spekram. B 3TOM ciiyuae HeT HEOOXOAMMOCTH BBOIUTD
B CXeMy FeHeTHUeCKOoH perysunu red JGL, pyHKIus KoTo-
poro elle He pacliM@poBaHa, TaK KK MyTaHTOB M0 3TOMY
reHy He 0OHapy»KeHO, a T'eH 0XapaKTepU30BaH TOJLKO Ha
OCHOBAHUH HYKJEOTHIHOMN ToCJe/I0BaTe/IbHOCTH. B coydae
IKTONUYECKOH sKcnpeccuu rena JAG B pacTeHUsiX MyTaHTa
Jjag—5D 6y0kupyeTcst PyHKUMOHUpPOBaHUe reHoB BOPI, 2
Ha IJIaBHOH OCH COLIBETHS, UTO U MPUBOAUT K (POPMUPOBA-
HHIO GpakTel.

Eciu 370 mpeanoJsiokeHue BepHO, TO (HOPMHUPOBAHHE
Opakrell B 30He OKOJIOLIBETHUKA» y MyTaHTOB apl, ap2—1,
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[fy—6 06yCIOBJICHO TEM, UTO 9TA 30HA HE TTIOJMHOCTHIO TPE06-
pagyeTcs B ydacTOK COLBETHSI, YACTHUHO COXPaHss TPOPHIIb
AKTHBHOCTH TEHOB, XapaKTEpPHbIH /i OKOJIOLBETHHKA (3a
UCKJIIOUEHHEM T'€HOB, OTPEIE/AIONINX THIT OpPraHa 1BETKa).
B stom ciyuae skcnpeccusi reda JAG B «OKOJIOLBETHHKE »
NPENATCTBYET PEAYKIMH JaTepalbHbIX OPraHOB B 3TOMH 30HE.
Penyxuus 6pakreii y mytantoB apl jag u ap2 jag oObsicHs-
eTCs1 T€M, UTO B pe3dyJibTaTe MyTallu B rete JAG npoucxomur
aktuBauusi revoB BOPI, 2, v jiatepaJjibHble OpraHbl pejy-
uupytores. Hactnunas pepykuust 6pakteil Ha rylaBHOH OCH
y IBOHHOTrO MyTaHTa jag—3 Ify—6 1o cpaBHEHHIO C OJIMHOU-
HbIM MyTaHTOM [fyy—6 BepOSATHO CBsi3aHa ¢ 0OLIUM Hapylle-
HHEM Pa3BUTHS JlaTepa/ibHbIX OPraHOB B PACTEHHUSAX MyTaH-
Ta jag. Takasg KapTHHA aHAJIOTMYHA HAPYLICHUSM PA3BUTHS
JIPYTHX BEreTaTHBHBIX JIMCTHEB, XapaKTEPHbIX Ul MyTaH-
THBIX pactenuil jag. Takum o6pasom, ren JAG, BeposiTHO,
He yyacTBYeT HanpsiMylo B pa3BUTHH OpakTe, a siBjsercs
peryastopom revoB BOPI, 2, ABJASIOIIUMHUCS HEraTUBHBIMH
perysisitopaMu pa3BuTHsi Opaktell. MameHeHne skenpeccuu
JI060T0 U3 ITUX FEHOB MOTJIO MPUBECTH K PEAYKIIUN OpakTei
y MPEAKOBbIX (POPM KPECTOLBETHBIX.

[1po MoJieKyJIsipHbIE MEXaHU3MbI IEHCTBUS PYTHX T€HOB,
MYTaLUHK [0 KOTOPBIM MPUBOIAT K (GOPMHUPOBaHUIO GpaKTeH,
M3BECTHO CYLIECTBEHHO MeHblIEe. ¥ PELleCCHBHOTO MyTaHTa
bra wnabuiopaetcsi UeJiblii KOMIJIEKC H3MEHEHHH CTPYKTY-
pbl o6era, BEPOSITHO CBA3aHHBIX C HAPYLIEHUEM Tpoliecca
KJETOUHBIX JeJIeHHil W/uaH po/udepalun: NpOUCXOIUT
YyMEHbIIIEHHE JIHHEHHBIX Pa3MEepPOB MYyTAHTHBIX PACTEHHI,
thopMupyeTcs TepMUHAJbBHbBIH 1IBETOK, HAPYLIAETCS Pa3BH-
THE TPUXOM U NPOUCXOUT pa3ButHe Gpakreii [20]. Passutue
OpakTeil y 3TOro MyTaHTa He CBSI3aHO ¢ BJHsiHHeM reHa BRA
Ha 9KCTPECCHIO PYTHX F€HOB, KOHTPOJUPYIOLIUX PEIYKIHIO
Opakreil [24]. DTO MOXKET CBHUIETEJLCTBOBATL O TOM, UTO
Takue TEeHbl, BO3MOXKHO, SIBJSIOTCS PETYJAATOPAMH aKTHB-
HocTH reHa BRA npu peaykuun Gpakrtefi, oKasbiBas uepes
Hero BO3/EHCTBHE HA TPOLLECCHI KAETOUHBIX JleseHuil. OHa-
KO HeJIb3sl HCKJIIOUMTD U yuactue reHa BRA B He3aBUCHMOM
nyTd peaykuun 6pakreit. Jlist gpyroit napei renoB — AGLS
1 AGL20, nBoiiHOl MyTaHT MO KOTOPbIM hopMupyeT Gpak-
Teu B 6a3a/1bHOM YaCTH COLBETHS, BO3MOXKHASI B3AUMOCBSA3b
C JIPYyTUMU FeHAMH, KOHTPOJUPYIOLIUMH PEIyKIUI0 OpaKkTei,
TaKxKe He MoKa3aHa.

SAKJIIOHEHWE

Takum 06pazom, MOXKHO 3aKJIIOYUTh, UTO OPAKTEN HA OCAX
nepsoro nopsiaka y A. thaliana dopmupytorest npu Tpex
BapuaHTax HapylleHUH B TeHETUYECKOH CeTH, KOHTPOJIUPY -
loledl pasputHe cotBetusi: 1) ¢ yuactuem retos BOPI, 2
u JAG; 2) ¢ yuactuem renoB AGLS u AGL20; 3) ¢ yuac-
teM reHa BRA. Tlpu 3ToM CBsI3b MeXIy reHaMu Kaxoi
13 TPyII B HAcToslllee BpeMs He BbisiBjieHa. Hanmuuune He-
CKOJIbKMX BO3MOXKHBIX TE€HETHYECKMX TyTeH, H3MEHEHHs
B (DYHKIIMOHUPOBAHUH KOTOPBIX MPUBOAAT K PELyKUHH

OpakTeil, MOXKeT 0OBACHUTb HE3ABUCUMOE BO3HUKHOBEHHE
9TOTO MPHU3HAKA B PA3HbIX BOJIIOLIHOHHBIX JJUHUSX CeMelic-
tBa Cleomaceae. IMeHHO KOHBEPreHTHAS IBOJIIOLIUS MTPH -
3HaKa abpaKTEO3HOCTHU B GJIM3KUX CeMeHCTBaxX MpeacTaB-
JsieT ocoOblil MHTepecC IS JaJbHEHIINX HCCJeI0BaHUM.
MHuorokpaTtHoe BO3HUKHOBEHHE AOPAKTEO3HBIX COLBETHUIH
MOXKET ObITb CBSI3aHO C ONTHUMM3aLUEH PA3BUTHS LBET-
KOB B TAaKMX COLIBETHSIX MO CPaBHEHHIO ¢ OpPaKTEO3HbIMH,
T.K. OTCyTCTBHEe OpakTell MOXKeT CTHMYJHPOBATb MPUTOK
JIOMIOJIHUTEJ/IbHBIX BELLECTB K 1IBETKY MOC/Ae HCUe3HOBEHHSI
KOHKYPEHLHH 33 HUX C KpotoluM jinctoM. Takum o6pasom,
MpPH KOHCTPYKTHBHOH BO3MOXKHOCTH H3MEHEHHsI MPU3HAKa
Ha ypOBHE pacTeHHs M HaJMUWK HaNpaBJeHHOro oTdopa,
npruobpeTeHne NPU3HaKOM HOBOI'O COCTOSIHHSI MOXKET MPo-
UCXOJUTh MPH yYaCTHH JIOCTATOUHO GOJBLIOTO KOJHYECTBA
reHOB, YacTO He B3aWMOJEHCTBYIOLUIMX HEMOCPeICTBEHHO
Jpyr ¢ apyrom. AHaJorMuHasl CUTyalldsi XapakTepHa Jjist
reHOB, KOHTPOJIHPYIOLIUX Pa3BUTHE OKOJIOLBETHHKA B pas-
HbIX IPYyMIax BETKOBbIX pACTEHUI: POPMUPOBaHHE (PEHO-
THIHYECKH MOXOXKHUX CTPYKTYpP OKOJIOLIBETHUKOB, obecre-
unBaeTcs (PYHKIIMOHMPOBAHMEM Pa3HbIX TeHOB [23]. DTO
3aTPyAHSAET BO3MOXKHOCTb WAECHTH(HUKALLUM KOHKPETHOTO
reHa, OTBETCTBEHHOrO 3a pelyKlHio OpakTell y MpeakoB
cemeiictBa Cruciferae. JlanbHeliliee U3yueHHE MEXaHH3-
MOB pelyKUHH OpaKkTell B pa3HbIX 3BOJNIOLMOHHBIX JHHHSIX
MO3BOJIUT NPOSICHUTL FeHETHUECKHE MEXaHU3MbI MOP(OJIO-
TMYECKOH 9BOJIIOLMH Y LIBETKOBbLIX PACTCHHH.
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Bract reduction in Cruciferae: genetic control and evolution.
Penin A. A., Budaev R. A.

@& SUMMARY: One of the characteristic features of members of the
Cruciferae family is an inflorescence bearing ebracteate flowers.
Bract reduction is supposed to occur once in an ancestral group. The
mechanisms of genetic control and the possible role of the genes that
control this process are discussed.

% KEY WORDS: Cruciferae; Arabidopsis thaliana; evolution; inflorescence
structure; bract; Arabidopsis thaliana
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