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CnncoK ncnonb30BaHHbIX COKpaLIJ,eHMVI

'C, LG - rpynna cuenneHus (Linkage Group)

AHTO® - ne3okcuHykneosng TpudocdaTt

0.T. - AuKnn Tvn

AOTP - peTepMnHaHTHBIN TUN pocTa

k[a - kmnoganbToH

KK® - kpyrnbin KoaddurUMEHT hopMbl

MAM - noberoBas anvkanbHasa mepuctema

MUP - nonumepasHasa uenHas peakums

cM - caHTUMOpraH

COM - ckaHupytoLas anekTpoHHast MUKPOCKOMUS

BAC - Bacterial Artificial Chromosome (b6aktepuanbHass WCKYCCTBEHHAst
XpomMmocoma)

BSA - Bovine Serum Albumin (6b14nin CbIBOPOTOYHbIN anb0yMuUH)

CAPS - Cleaved Amplified Polymorphic Sequences (pacwienneHHble
aMnnMUUMpPOBaHHHbIE NONMMOpP(HbIE NOCNeA0BaTENbHOCTN)

CTAB - cethyltrimethylammonium bromide (ueTunTpumeTunammonusa 6pomna)

EDTA, OOTA - satuneHgmamumHtTeTpaaueTar

ISSR - Inter Simple Sequence Repeat (MexmukpocaTennnTHble pparMeHThbl)

Kb - kilobase, Tbica4a nap ocHoBaHui

LOD - Logarithm of Odds

NFI - Node of Flowering Initiation (y3en nHuumaumm useteHns)

RAPD - Randomly Amplified Polymorphic DNA (npou3BonbHO amnnnguuupyemas
nonumopdHasa JHK)

RLK - Receptor-Like Kinases (peuenTtop-nogobHble KnHasbl)

SSR - Simple Sequence Repeats (noBTOpbI NPOCTLIX NOCNeAoBaTeENbLHOCTEN)

TBE - tris-EDTA-borate Buffer (mpuc-3[TA-6opaTtHbin 6ydep)

Tm - Temperature of Melting (Temnepatypa oTxura)
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BBepneHue

AKTyanbHOCTb Npo6nemMbl

N3yyeHne pasHoobpasns n AUHAMWKN pPasBUTUSA XUBbIX OPraHM3MOB MOKa3bIBaET,
YTO Ha BCEX YPOBHSAX OpraHvM3auuu XU3HW HabnaaeTca M3MEHEHMEe TeX UMW UHbIX
dOopM M CTPYKTYp BO BpeMeHW. [pUMEHUTENbHO K TaKCOHOMMUYECKOMY YPOBHIO 3TOT
npouecc npPUHATO HasbiBaTb unoreHe3om. B oOTHOWeEHUMM uMHAMBMAOYANBHOMO
opraHuama nog 9TOW OMHAMMKOM MOHMMAKT MHAMBMAYaANbHOE pasBuTME, TO €CTb
OHTOreHes.

B xoge Xn3HM opraHm3ma npoucxoguT obpasoBaHMe HOBbIX M NpeobpasoBaHue
yXXe MMerLwmxcs (popM U CTPYKTYP - OT BHYTPMKMAETOYHbIX OO MAaKPOCKOMUYECKUX.
M3yyeHne oOHTOreHesa W, B YACTHOCTW, MopdioreHesa npeactaBnseTca OOHOW U3
LUeHTpanbHbIX 3agady 6Guonormm B uenom. CywecTBYHOT pasHble B3rnsgbl Ha ponb
HacneacTBeHHon wuwHdopmMmaumum B Xxode 3Tux npoueccoB. [lpeobnagawowmm B
COBpEMEHHOM 6uonormm 4BnAeTCs MOMOXEeHUe, COorfiacHO KOTOpoOMYy pasBuUTME
opraHm3ama SBNsSeTCs pes3ynbTatoM peanus3auun HEKOTOPOMW MNporpaMmbl, HOCUTENEM
KOTOPOM ABNAOTCA MaTpULbl HYKIEMHOBBIX KUCIOT. Takum ob6pa3om, MOXXHO rOBOPUTL O
HacneacTBEHHOCTU N U3MEHYMBOCTU B MpoLeccax pasBUTUS, SBASAIOLWMXCS NpegMeTom
N3yYeHUs reHETMKN PasBUTUSI.

Takass Touyka 3peHuUst He SABNSeTCs €eOWHCTBEHHO BO3MOXHOW. TakK, W3BECTHO
aBToOpUTETHOE (MpY BCer napafoKCanbHOCTU) MHEHWEe, YTO «reHeTudeckue paktopbl
npwn BCeW CBOEN BaXXHOCTU BOBCE He cofepXaT B cebe CKONMbKO-HMOyab OAHO3HAYHOWM
nHpopmaummn o passutuny [benoycos, 2009: 30]. XoTa 3710 3aknoyeHue 6bino
cthopmMynmMpoBaHO Ha OCHOBAHUW HABMOAEHUI 3@ OHTOrEHE30M KUBOTHbIX, B Pa3BUTUA
pacTeHU TakkKe W3BECTHbl MPOUECChl, UMEKLMNe, KaK KaKeTCHd, JMlb KOCBEHHYHO
reHeTUYeCKyto perynsaumio (Hanpumep, onpegerneHve MnoIoXeHUs OpraHoB LBeTKa u
dmnnomoB nobera HaxoAUTCA B 3aBUCUMOCTM OT pa3mepa hrnopanbHon MepucTeMmbl
[Callos, Medford, 1994]). Tem He MeHee, ponb HacneacTBEHHbIX PaKTOPOB B pa3BUTUN
OPraHn3mMoB He MNOANEXUT COMHEHUIO U TpebyeT AeTanbHOro N3y4YeHus.

N3y4yeHne OCHOBHbLIX 3aKOHOMEPHOCTEW pPasBUTUS TeX WAN WUHbIX MPU3HAKOB
LenecoobpasHo NPOBOAMTbL C MCMNOSIb30BAHMEM MOAESbHbIX OpPraHM3MoB - BWOOB,
KOTopble Mo psagy npuynH (yoobCTBO KyNbTUBMPOBAHWUA, MIOO40BUTOCTb, KOPOTKWIA
XM3HEHHbIN LMKIT, Hanmyne 60MbLoro YmMcna npu3HakoB C KOHTPACTHLIM NPOSIBIIEHNEM)

yaobHbl B 3KCnepumeHTanbHoW paboTte. B 6Guonormm passutuss pacTeHUn TaknMu

7



mMoaenamu ctanu pesyxosuaka Tans (Arabidopsis thaliana (L.) Heynh.: Brassicaceae),
neBuHbIN 3eB (Antirrhinum majus L.. Scrophulariaceae) n puc (Oryza sativa L.:
Poaceae). OueBngHoO, 4TO pe3ynbTaTthbl, NOMyYeHHbIE Npyu paboTe C 3TMUMKM BUOAMM,
3a4acTyl0 He MOryT OblTb HaNpPsiMyl annpPOKCUMUPOBaHbI Ha BCE MOKPbITOCEMEHHbIE
pacTeHnsa. OTO CBA3aHO B NepByl oyepedb C OLHOTUMHbIM CTPOEHWEM COLBETUS U
nucta (npoctble) y A. thaliana n A. majus, 4To 3aTpygHAET MO4ENUPOBaHNE NMPOLIECCOB
MopdhoreHesa y BUOOB CO CIOXHbIM COLBETMEM UMW CROXHbIM nuctoM. Kpome Toro,
Pe3yxOBWAKA U MbBUHbIA 3€B MPUHAANeXaT K ABYM MoAknaccaMm' U3 nsTM B COCTaBe
nokpblToceMeHHbIX (Rosidae n Asteridae COOTBETCTBEHHO), @ PUC OTHOCUTCH K OYEHb
cneumanns3vpoBaHHOMY CEMEWCTBY; TakuM o6pa3omM, BO MHOMOM Marou3y4YeHHOW
OCTaeTCs 3HauyuTenbHas 4YacTb COBPEMEHHOr0 pPa3Hoobpa3ns MOKPbITOCEMEHHbIX
pacteHnn. C pgpyroh CTOPOHbI, B CBETE KOHLUENUUM TOMOSIOTMYEeCKUX psiaoB B
HacneacTBeHHONM wu3MeHunBocTn [BasunoB, 1935], wucnonb3oBaHME MOAESNbHbIX
00bEeKTOB fenaeT BO3MOXHbIM  pacnpocTpaHeHue MoflydeHHbIX BbIBOAOB Ha
onpegeneHHoe YMCno PpoaCTBEHHbIX HOPM.

9710 0b6CTOATENBCTBO YOEexaaeT B HEOOXOAMMOCTM MO BO3MOXHOCTM LeTanbHOro
nccnegoBaHvs Apyrux, HemogerbHbIX, BUOOB, PYKOBOACTBYSACH B MEpBYH oyepenb UX
cUcCTeEMaTUYECKMM MNOSIOXKEHMEM (onpefeneHHbIn MHTepec Bbi3biBalOT 6asanbHble
TaKCOHbl W TPynnbl B  «Yy3fax» CUCTEMbl) WM OCOBEHHOCTAMM  CTPOEHWUS.
[ononHutenbHoOW cTpaTtermen MOXeT CcTaTb WHTEerpauus 3HaHuW, nonyyaemMbix
cneumnanucTamu (reHeTukamu, gusmonoramm) npu padote ¢ MogenbHbIMU OBBbEKTaMMU,
N NHOPMaLUN, NUMEKLENCAS B OTHOLUEHUM HeMOAENbHbIX BMAOB, UX MOPEOMoruu,
aHatomun n ap. [Bolker, 1995].

N3yyeHne un3MEeHYMBOCTM MOPAONOrMYECKMX MPU3HAKOB U OCOBGEHHOCTEN
HacnegoBaHUA TEX UM UHbIX UX NPOSABMEHMI NpecneayeT n O4eBUAHYI0 NPAKTUYECKYHD
uenb. Tak, cenekuus pacteHun TpaguUMOHHO BOBIIEKaeT B MpouecC CO34aHust HOBbIX
BbICOKONPOAYKTUBHbBIX COPTOB U NIMHUIA (pOpMbI, HEecyLime Mopdonormyeckue myTaumu.
B psage paboT 6bino ybeauTenbHO MoOKa3aHo, YTO 3akpenfneHne B reHoTune copta
HEKOTOPbIX MOP(ONOrMYecknx MyTauuMi He MPUMBOOUT K [AOCTOBEPHOMY CHMXKEHMIO
NPOAYKTUBHOCTM U YCTOMYMBOCTU K HebnaronpusTHbIM doaktopam (Hanpumep,
[AkoBneB, 1992]), uTo caenano BO3MOXHbIM paboTy C M3MEHEHHbIMU MOpPdOTMNAMMU.
OCHOBHbIM  BEKTOPOM  KyNnbTypHOW  3BOMOUMM  paga BuaoB  ctan  oTbop
BbICOKONPOAYKTUBHbIX dopm c HeOObIYHbIM rabutycom (KapnMKOBbIX,

dacuMmnpoBaHHbIX, C OrpaHWYEHHbIM POCTOM) WIM  WHbIMA  HacneaCTBEHHO

! PaHr 9THX TAKCOHOB OCTAaeTCS JUCKYCCUOHHBIM [3utTe u ap., 2007].
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3aKpensieHHbIMWU aHOManuaMKU pasBUTUS (Hanpumep, M3MEHEHHOW CTPYKTYpOW nucTa
nnu upeTtka). CBoeobpasHom 0COBEHHOCTLIO KyNbTYpHOW 3Boounm 6060BbIX ABNsSETCA
ee HarpaBrieHue, NPOTUBOMOSIOXKHOE eCTeCTBEHHOW 3BonuMn. Tak, ecnu 3Bonums
ceMelncTBa B LeSfioM npencTtaBnsieTcss CBA3aHHOW ¢ peaykumen (obegHeHue couBeTui,
YyNpPOLLUEHNE CTPYKTYpbl JMCTa, YMEHbLUEHME 4YuCNa Ccemsi3ayaTkoB U T.4.), TO
KynbTypHas 3BOSIOUMSA HaMpaBrieHa Ha 3akpensieHWe MpOosiBIEHNA MPU3HAKOB CKopee
aHuecTpanbHoro xapaktepa [3eneHoB, 1994]. Takum o6pasom, WHpopmauusa o
HacnegoBaHMM U OCOBEHHOCTAX MNPOSIBIEHMST MOPMONOrMYECKUX MPU3HAKOB UMEET
OonblIoe npakTu4eckoe 3HadeHue. TunudHom Aansa  bonbwmHCTBA  6000BbIX
0COBEHHOCTbIO creayeT cuMtatb CNOCOBHOCTL K CMMOMOTMYECKOW  hukcaumm
aTMoccepHoro asota (HoaynsuMu), KoTopas npeactaBnseTr cobon  CROXHbIN
MHOTFOKOMMOHEHTHbIN  MPOLECC C CaMOCTOATENbHOW reHeTU4Yeckon perynsumen
[TuxoHoBwuy, MpoBopos, 2003]. IBONOLNOHHBLIE acnekTbl OPMUPOBAHNS CMTOCOOHOCTH
K HOOynauMM MOryT ObiTb MOOENMPOBaHbl WUCKMYMTENBHO Ha MpeacTaBuTeENax
cemencTtBa Fabaceae, cpean KOTopbIX ropox noceBHow (Pisum sativum L.) saBnsetcsa
O4HUM M3 Haubonee M3yYeHHbIX U LMPOKO WUCMOMb3yeMblX B 3KCMEepUMeEHTarbHOM
paboTe. [JononHUTENBHBIM apryMEHTOM MOXET CAYXWUTb TOT PakT, YTO MMEHHO ropox
Obln nNepBbiIM OOBEKTOM TEHETUYECKUX WCCNEenOoBaHWMA B Kraccuyeckux onbitax [
MeHpens [Mendel, 1866] Kpome Toro, 3akpenneHue B reHoTUne COpToB XO3ANCTBEHHO
LUEHHbIX KynbTyp BbICOKOW aKTUBHOCTU CUMMOMOTUYECKON a3oTduKcauun aBnaeTca
OAHUM M3 MPUOPUTETHBIX NPAKTUYECKUX HanpaBreHni.

NpeHTudukaums KniodeBbiX TEHOB, BOBMEYEHHbIX B perynsauuio  npoLeccoB
mMopdooreHesa y BUOOB, MMEKLNX XO3ANCTBEHHYIO LEHHOCTb, TakKe MOXET co3faBaTb
OCHOBY NS CYLWEeCTBEHHOro pacluMpeHusi CcnekTpa UCXo4HOro Matepmana B cenekumm
9TUX KyNbTyp METOAAMU reHETUYECKON MHXEeHepun. B aTon cBA3M BbIBEHNE N aHanun3
OCHOBHbIX MOPJIOreHeTUYECKUX PErynsaTOpOB (B NEPBYH ovYepenb FEHETUYECKMX U B
TOM 4ucne nNyTem Mnomcka roMoniorMn Mexay pasnuyHbiMK Buaamu) npeacTtaBnseTca
YypesBblyarHO BaXkHOW 1 BOCTpeboBaHHOW 3a4ayent YaCTHOM reHETUKN PacTEHUN.

B oOTHOWeEHMM ropoxa MNOCEBHOrO MOJSlyYeHbl MHOrMe [faHHble OTHOCUTENbHO
reHEeTUYECKOro KOHTPONS CIIOXHbIX MPOLECCOB - TakuUX, Hanpumep, Kak Hoaynauus
[TuxoHoBu4, lMposopos, 2003; Borisov et al., 2004], mopcoreHe3 CroOXHOro nucra
[Hofer et al., 2009] n 3uromopdHoro usetka [Wang et al., 2008]. B 10 e Bpems
HEeKOTOpble acneKkTbl, Ccpean KOTOPbIX - T[EHETUYECKUA KOHTPOSfb aKTUBHOCTU
anukanbHon mepucTtembl nobera nnu mopdoreHesa couBeTusi, M3yvyeHbl oparmMeHTapHO

[Singer et al., 1999] unn He wuccnepoBaHbl BOBCe. M3yyeHue umcna, xapakrtepa



HacrneaoBaHuMA, (beHOTVII'IVNeCKOFO npoAasIieHnA n B3aMMO4EeNCTBUS reHoB,

Yy4acTBYHOLLMX B perynsiumMm aTMx nNpoLeccoB, ABMNSETCS akTyarnbHOW 1 BocTpeboBaHHoOM

3aayelrt COBPEMEHHOWN reHeTUKN pas3BUTHUS.

Lenb Hacmosiweli pabomsbl - U3y4eHNE TEHETUYECKOrOo KOHTPONS aKTUBHOCTU

anukanbHon mepuctembl nobera (MAM) y ropoxa noceBHoro (Pisum sativum L.). Ona

OOCTMXKEHUS Lenn 6binv NoCTaBneHbI cnenywowimne 3adavyu:

1.

N3ydeHne heHoTUNNYEeCcKoro nposiBAEHNA MyTauui, Hapyllawwmnx pasfnyHble
acnekTbl PYyHKUMOHUpoBaHuAa NMAM.

OnpepgeneHve  4ucna, 0OcCOBEHHOCTEW  HacnegoBaHUSA n  xapakrepa
B3aMMOAENCTBUS reHOB, PEerynupyowmnx aktusHocTb MNAM.

WccneooBaHve BIMSIHUS TEHOB, OCYLLECTBIISIOWMX HEraTMBHYHO perynsauuio
pa3mepoB [MTAM, Ha dhopmmpoBaHNE CUMBMOTUYECKMX KITYOEHBKOB Ha KOPHSIX.
Jlokanusaumss reHoB, BOBMEYEHHbIX B KOHTporb aktmBHoctn [1AM, Ha
reHeTU4eCcKon KapTe.

[MocTpoeHne cxeMbl reHeTudeckon perynsaumm aktusHoct NMAM y ropoxa.
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O630p nNuTepaTtypbl

1.1. F'opox noceBHoM (Pisum sativum L.) Kak MoAenbHbIN OO BLEKT

B reHeTuke pasButus paCTeHMVI

Nopox noceBHon (Pisum sativum L., cem. Fabaceae) — pacTeHue, C KOTOpbIM
MCTOPUYECKN CBA3aHO BO3HWKHOBEHME T[EHEeTUKU B KayeCTBe CaMOCTOSATENbHOM
Hay4YHOM OMCUMNANHBI. VIMEHHO B pes3ynbTaTe 3KCMEPUMMEHTOB C rOpoxom [peropom
MeHgenem 6binn cpopmynmpoBaHbl 3aKOHOMEPHOCTU HacneaoBaHWs, KOTOpble nernu
B OCHOBaHWe HoBoW Hayku [Mendel, 1866].

B HacTosiwlee Bpemda B cocTaBe popa Pisum BblAenawT gBa Buaa - ropox
nocesHon (P. sativum L.) n ropox kpacHo-xentbin (P. fulvum Sibth. & Sm.). Npo4ne
BHYTPUPOAOBbLIE TaKCOHbl, paHee BblOeSleHHble Kak BuAbl, cendac WMelT cTaTyc
noABMAOB MM pasHoBuaHocTen. CrnopHOe MonoXeHue [0 HacToswero MOMeEHTa
OoCTaeTcs y BaBUMNOBUKM KpacuBon (ropoxa kpacusoro - Vavilovia formosa (Stev.) Fed.
unu P. formosum (Stev.) Alef.).

PoguHon kynbTypHOro ropoxa cuutatotca HOro-3anagHas Asus, 3Odwmonus u
3akaBkasbe. Hanbonee pOpeBHME apxeonorndeckne Haxogku ropoxa (TeppuTtopus
Kypauctana v Typuumn) moryT 6biTb gatupoBaHbl VII-VI Teicayenetnamm go H.9. (cMm.
0630p [MakaweBa, 1979]). CoBpeMeHHble npeacTaBuTenu poga - ogHoneTHue (Kpome
P. formosum) TpaBAHUCTbIE pacTeHUsl. [OpOX NOCEBHOW C APEBHUX BPEMEH BOBJIEYEH B
CeneKUMOHHbIN MpoLecc M OTHOCUTCA K 4Yucry Haubonee XO03ANCTBEHHO-BaXHbIX
KynbTyp B Mupe n Poccuun. Tak, B MupoBoM 3emriegenuum nocesbl ropoxa B 2001-2005
r. 3aHMmanu ot 2.32 o 6.57 mnH. ra. B Poccumn ata kynbTypa 3aHumaeTt 0o 85% ot
BCeX nnowiagen, oTBedeHHbiX Nog 3epHoboboBbie KynbTypbl. B 2005 r. nnowagb
nocesa ropoxa coctasuna okono 730 TbiC. ra (M0 CpaBHEHUIO C NpUMEPHO 3.3 MIH. ra
0o 1991 r. Ha Bcen Tepputopun CCCP, no [KoHabikoB 1 ap., 2006]). Kpome Toro, ropox
NOCeBHOM (TMNOBOW MNOABMA) SBMSETCA TpaauUMOHHbIM OOBEKTOM uccneaoBaHui B
obnactn dusmonormm n BUOXMMUU PaCTEHUN U reHeTUKU. XoTa 3TOT BuA obnagaet
pSOOM HefocTaTkoB B paboTe (KpyrnHble pasmepbl, CPaBHUTENbHO AOSfIUTESbHbIN
XM3HEHHbIN LMKI, OTCYTCTBUE [aHHbIX O MOMHOW HYKNeoTUOHOW nocrneaoBaTenbHOCTU
reHoma), oH obrnagaet uensiM pagoM npemMmyLllecTs. Tak, B COBPEMEHHOW Guonornm n
reHeTMKke pasBUTUA TOpPOX OCTaeTCA EOWHCTBEHHOW MOLENbl ANns  U3yyYeHus
reHeTUYEeCKOro KOHTPOMNsS  pas3BUTUS  CIOXHOMO  JICTa, CMOXHOIO  COUBETUS,

auromopdHoro upetka (Hapsgy ¢ Antirrhinum majus) n  CMMBUOTMYECKON
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asoTdumkcaumn.

Hwxe KpaTkO pacCMOTPEHbl OCHOBHbIE AOCTUMXKEHUS COBPEMEHHOW [EHETUKM
pas3BUTUS, MOMyYEHHbIE C UCMOMb30BAaHMEM FOpoXa B KayecTBe MOOESbHOro0 0O6beKTa.
M3y4eHnto reHeTU4ecKoro KOHTPOSisi aKTMBHOCTU anukanbHOM mMepucTemMbl nobera

yoeneHo Oonbluee BHUMaAHME.

1.1.1. TeHeTNYECKMIN KOHTPOSb Pa3BUTUSA LiBETKa

HeoObbI4HOM YepTon reHeTUYEeCKOro KOHTPOMSA pa3BUTUS LBETKa Y ropoxa crnegyer
cunTaTb OOHOBPEMEHHYIO BOBMEYEHHOCTb MHOIMMX FEHOB B perynauuio mopdoreHesa
uBeTka u nucra. CxoAcTBO reHETMYECKOro KOHTPOMS pa3BUTUS NUCTa U LUBETKa MOXeT
CNYXXWUTb aprymeHToM B MONb3y HEOOBXOAUMMOCTUM U3YYEHUS YaCTHbIX OCOBEHHOCTEWN
Guonormm pasBuUTUA y pasnnyHbIX BWUOOB B CUIY HEBO3MOXHOCTU 3KCTpanonsumm
OaHHbIX, NONyYeHHbIX B OTHOLWeEHUW Arabidopsis v Antirrhinum. Tlo Bcen BUOUMOCTH, B
OTHOLWEHUN Pisum wuMmeeT MeCcTO cuctema perynaumm mopdoreHesa, CyLeCTBEHHO
OTNMyatoLLasca OT TakoBoW y 6onee XopoLlo M3yveHHbIX 06BHEKTOB. VIHTEpeC K ropoxy
Kak MogerbHOMY OObEKTY reHEeTUKM Pa3BMUTUS BO MHOIOM BbIXOOMUT, Takum obpasom, 3a
paMKM YaCTHOW TFEeHETUKM U UMEEeT HenocpenCcTBEHHOe 3HaveHue AN MNOHMMaHWUS
NPVHUMMNOB BMONOrMn pasBnTUS pacTeHui B LESTOM.

Hapsigy ¢ neBuHbIM 3eBoM (Antirrhinum majus L., cem. Scrophulariaceae) ropox
NpeacTaBnNAeTCa 4Ype3Bbl4aiHO MHTEPECHbIM OOBEKTOM C TOYKM 3PEHUSA U3yyYeHus
dopMMpoBaHNSA CcUMMETpUM LBeTka. CuuTaeTcs, 4YTO nepexoq OT akTUHO- K
3UroMopdUN MPOUCXOaUIT B PasfnUYHbIX rpynnax MOKPbITOCEMEHHbIX HEe3aBUCUMO W
MHOrokpaTHO [cM. Davies et al., 2006]. NMoaToMy MOXHO NPeAnosIoXKUTb, YTO YepTbl
reHeTU4YeCKoro KOHTPONs pasBUTUS 3TOro npudHaka cxofHbl Yy Pisum w Antirrhinum
(npeactaButenen knaccoB Rosidae n Asteridae cooTBETCTBEHHO) NUWb OTYacTw.
CteneHb 93TOrO0 cxoActBa nNpu3BaHbl OMNpedennTb  AeTanbHble  MOJSIEKYNsipHO-
reHeTuyeckue nccnegoBaHus.

Y pacteHun gukoro tmna opMMUpyeTcHa LBETOK C ABOMHbIM OKOJIOLBETHUKOM,
ABYMS Kpyramu TbIYMHOK, CpacTalowmxcs B TPyOKy (MpoTuBonexaiias agakcnanbHOMy
nenecTky Tbl4MHKA, Ha3blBaemMasi BEKCUINsSpHOW, cBOBoAHA), U OOHOro NNoJosNIMCTUKa,
palouwero Hayano nnogy — 6o06y. Hambonee TunuyHo gns cemenctea 6060BbIX
pasBuUTME MATU FEenecTkoB C XapakTepHbIMW pPacnosiokeHneMm u Mopdonormen.
CTpoeHve n gnHamuka pasBuTUA LBeTKa Oblnv nogpobHO oxapakTepus3oBaHbl B psiae
paboT [Hanpumep, Tucker, 1989]. [lo HegaBHEro BpeMeHn y ropoxa Obifin U3BECTHbI

HECKOJIbKO reHoB, MyTauun B KOTOPbIX MPUBOOAT K HapyLleHUAM CUMMMETPUN LIBETKa
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[cm. 0630pHyt0 paboTty: CwuHiowuH, [octumckmin, 2008], ogHako CTpPyKTypa W
0COBEHHOCTN IKCMPEeCCUn 3TUX reHOB OCTaBasniMCb HEU3BECTHbIMU. [lepBble JaHHbIE O
CTPYKTYpe KOHKPEeTHbIX [EeHOB, Y4yacTBYyKLWMX B npoueccax ¢OpMUPOBaAHNS
3MromMopdHOro BeH4nka, 6binn nonydveHbl B pabote [Wang et al., 2008b]. Tak, 6binun
oxapakTepu3oBaHbl NocrnegoBaTenbHOCTU, NpPodUM  3KCNpPeccun KN XapakTtep
B3anmogencteua reHoB LOBED STANDARD 1 (LST1), KEELED WINGS (K) wn
SYMMETRIC PETALS 1 (SYP1), myTtaumm B KOTOPbIX MPUBOAAT K HapyLUEHUAM
dopmMmnpoBaHusa 3MroMOpPcPHOro BeH4yunka. B 4yacTtHOCTU, oBHapyXeHo, 4TOo reHbl LSTT n
K koampytoT TpaHcKpununoHHble doaktopbl TCP tTuna [Wang et al., 2008b].

Ha ocHoBe 0606LweHns matepuana, Nnony4yeHHoro npu nccnegosaHun A. thaliana
n A. majus, ccopmynupoBaHa Tak HasbiBaemas ABC-mogenb pasBuTus LBeTKa.
CornacHO OCHOBHbIM MOMOXEHUAM 3TOW MoAenwu, onpegeneHne Tuna opraHa
NPOUCXOAMUT B pesyrnbTaTe 3KCNpPeccun reHoB TPeX KnaccoBs, YCNOBHO Ha3biBaeMblx A, B
n C [Haughn, Somerville, 1988; Coen, Meyerowitz, 1991]. 3kcnpeccua reHoB knacca A
onpegenseT gopmupoBaHue yawenuctuko (I kpyr), C — nnogonuctukoB (IV kpyr);
ofHOBpeMmeHHas akcnpeccus A n B npusoaut k passutuio nenectkos (Il kpyr),a B un C —
anemeHToB angpoues (lll kpyr). SkTonnyeckas akcnpeccus reHOB OMUCAHHbIX KaccoB
NPMBOAUT K (POPMMPOBAHWMIO OPraHOB LBETKA C HexapakTepPHbIM MOMOXEHWEM Wnn
NPOMEXYTOYHOro CTpoeHuns. Pag aBTopoB onpeaensoT aHomanum nogobHoro poaa Kak
rOMeOo31CHble 3aMeHbl, B TO BPEMS Kak Apyrine uccnegoBaTenu CKMOHHbI TpakToBaTb
BO3HMKaKOLLME Y MYyTaHTOB CTPYKTYpHble npeobpa3oBaHusl, UCMOMb3ys WHblE TEPMUHbI
[Hy6, MenunH, 2004].

Y ropoxa noceBHOro nonyyeHbl MyTaHTbl, PEHOTUMN KOTOPbIX CXOAEH C PEHOTUNOM
MyTaHToB A. thaliana no reHam knaccoB A, B n C [Ferrandiz et al., 1999]. Tak, reH
CALYX CARPELLARIS (CC) otHocutca K knaccy A. Y MyTaHTOB CC Nenectku He
pasBMBalOTCA, a YawenucTUKM npeBpalleHbl B MMAOA0NIUCTUKN, COXpaHSaLLme
XapakTepHoe AN 3neMeHTOB | Kpyra 4YMcno u nonoxeHue. JKTonmMyeckas pbifbLeBas
MOBEPXHOCTb OOHapyXmBaeTCcAa W Ha NUCTOYKax W yCUKax CIOXHOro fiucTa,
nogTeepxagasa rmnoTesy 0 CxoacTee (MNn YacTUYHOW OBLLHOCTKM) NyTen pasBuUTUS NUcTa
n uBeTka y ropoxa [Ferrandiz et al., 1999].

l'eH STAMINA PISTILLOIDA (STP) y ropoxa $BnsieTCA rOMOSIOTOM T[E€HOB
UNUSUAL FLORAL ORGANS (UFQO) Arabidopsis w FIMBRIATA (FIM) Antirrhinum
[Taylor et al., 2001]. Bce 3 reHa y4acTByIOT B perynsiumm akcnpeccumn reHos knacca B (n
otyactn C y NbBUHOMO 3eBa M pe3yxoBuakun). Y ropoxa reH STP y4acTByeT Takke B

KOHTpone mopdoreHesa couBeTud, ornpegeneHun nytm passutus  doriopanbHOm
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MepuctemMbl (y MyTaHTOB Stp-2 B LBETKe 3aknagblBalOTCs BTOPUYHbIE (hroparnbHble
mMepuctembl) U nucta. llocnegHee o6CTOATENBCTBO criegyeT cyuTaTb AOCTATOYHO
XapakTepHbIM MMEHHO Anda ropoxa. MyTaHTbl stp-2 obnagatoT 6onee BbipaXKEHHbIM
PeHOTUNOM: NEeNeCcTKM NpeBpaLLeHbl B YalIENUCTUKN, @ TbIYMHKN — B NNOSONUCTUKN. Y
roMo3uroT no annesnto Stp-1 npoucxoauT npesBpalleHe 2 TbIYMHOK HapY>XHOro Kpyra,
rpaHuyawmx co cBoboagHOM (BEKCUNMNAPHOW) ThbIYMHKOM BHYTPEHHEro Kpyra, B
nnogonucTkn. OctanbHble ThIYMHKN MPU 3TOM COXPaHSOT CBOK CTPYKTYpy. Hapsaay c
roMeo3MCHON 3aMeHOW, XxapaKkTepHOW ANa MyTaHTa Mo reHy kracca B, Habniopaetcs,
Takum obpa3oM, CBOWCTBEHHAs 3UTOMOPMHOMY LBETKY acUMMETPUS B 3KCMpeccuu
reHa.

l'en PETALOSUS (PE) npuHagnexut k knaccy C wn perynupyet passutue lll n IV
KPYyroB. Y MyTaHTOB pe pas3BMBAETCHA «MaxpoBbli» LBETOK C MHOrOYUCIEHHbIMU
nenecTtkamy, YacTUYHO METanuM30BaHHbIMU ThlMMHKAMW W HapyLIEHUSAMU B PasBUTUM

nnogonuctuka [Ferrandiz et al., 1999].

1.1.2. FeHeTUYECKUN KOHTPOJIb Pa3BUTUA KOPHS

OCcoBEeHHOCTN TeHEeTUYECKOro KOHTPOSisi pu3oreHesa M3y4vyeHbl Yy ropoxa $BHO
HegOCTaTOYHO. M3BECTHbl NULb HECKOSIbKO FEHOB, MyTauuMyM B KOTOPbIX HapyLlatoT
CTPYKTYpy KOpHs. OgHMM n3 nepBbiX Obln onucaH reH, KOTOpbl OTBETCTBEHEH 3a
dopmupoBaHue HopmarnbHoro reotponuama — AGEOTROPUM (AGE). Y myTaHTOB age
POCT KOPHS Mo, 3eMnen NnpoucxoguTt ¢ oTpuuaTenbHbIM reoTponn3MoM, a Hag 3eMren
npu ycnosun oceelleHns — napannensHo rpyHTy [Blixt, 1970]. Kpome ToOro, 6wino
yCTaHOBMEHO cyulectBoBaHne reHoB BRANCHED ROOTS (BRT) n LONG ROOTS
(LRT), peueccuBHble annenu KOTOpbIX B rOMO3WUroTe BbI3bIBAOT (POPMUPOBAHUE
n3bbITOYHO BeTBsWeroca (brf) U1 aHoMmanbHO ANWHHOrO (Irf) KOpPHA, COOTBETCTBEHHO
[Sidorova et al.,, 2002]. lNoka3aHO pe3Koe CHUXEeHMe CnocobHOCTU K 0Opas3oBaHuMIo
CUMOMOTNYECKNX KNYBEHLKOB Ha KOPHAX MyTaHTOB Irt.

N'eH CURLY ROOTS (CRT) Takke cBfi3aH C MOP(OreHe3oM KOpPHS, U3MEHSS
YYBCTBUTENBHOCTb K 9K30reHHOMY aykcuHy [Tsyganov et al., 2000]. Y myTaHTOB Crt Ha
NIIOTHOW arapu3oBaHHOW cpede  KynbTUBUPOBAHUA  (POpMUpPYeTCA  KOMMakTHas
KOpHEBasi cMcteMa HeBOMbLUNX pa3MepPOB, KOPHN U3BUTbI U YKOPOYEHDI, B TO BPEMS Kak
Ha cpefax HEBbICOKOMW MAOTHOCTU OTAINYUIA MO CPABHEHMIO C AUKUM TUNOM NPaKTU4EeCKn
HeT. [NpeanonaraeTcs, 4Yto reH CRT y4yactByeT B MeTabonmame unm peLenumm aykcuHa
B pacTeHMMU, OQHAKO KOHKPETHbIE AeTann MeXaHN3MOB AENCTBUS HEM3BECTHDI.

OTyacTn B perynauumM pasBUTUS KOPHSI Y4acTBYIOT TreHbl, CBsi3aHHble C
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meTabonuamom rmbbepennuHoB. Boobule y pacTeHUN, KaprMKOBOCTb KOTOPbLIX CBA3aHa
c MeTtabonmamom rmbbepennnHOB, pasBMBAETCHA [LOBOSIbHO XapaKTEpHbIA rabuTyc:
MEXOOY3NNA M KOPHM YKOPOYEHbl, NMCTbS OOblMHO TemHee Hopmbl. [locnegHee
06CTOATENLCTBO CBA3aHO C yvacTnem rmbbepennnHoB B perynauum nyten cuHTesa
Xriopocunnos.

Hanbonee WHTEHCUBHbIE WCCREeAOBaHUA BeOyTCA B OTHOLUEHUM FeHeTU4ecKoro
KOHTPONs npouecca B3aMMOLEWCTBMS pacTEHUM ropoxa C CUMMOBMOTUYECKUMU
asoTdukenpyrowmMmmn baktepuamn, T.e. Hogynsauum [Borisov et al.,, 2004]. N3yyeHue
Takoro cmmbuosa BO3MOXHO TOMbKO Ha npumepe 6000BbIX, M TFOPOX OcCTaeTcs
OCHOBHbIM MOAENbHbIM OOBbEKTOM B 3TOM HanpasneHun. XOoTs HOAyNsuMs HanpsiMyto
He cBsi3aHa C MoporeHe3oM KOpPHSA, OHa MpeaCTaBnsieT OrPOMHbIN UHTEPEC Kak C
TOYKM  3peHnsa  dyHAaMeHTanbHoM  npobnembl  pacTUTenbHO-O6aKTepManbHbIX
B3aMMOAENCTBUIA, TakK U C NpPaKTUYecKnxX no3mumn. OnmcaHo MHOXECTBO reHOB, Tak unu
MHaye Hapyllawwmx HopManbHOe npoTekaHMe 9TOro B3aMMOOENCTBUA — Kak
CHMXaIOLWMX CMOCOBHOCTb pacTeHMn K CcUMOMOreHesy, Tak W MNpUBOAALWMX K
rmnepHogynauun.

HekoTopble acnekTbl npouecca HoAynsuMuM - B 4aCTHOCTWU, COMPSKeHWe ero c
KOHTponem aktusHocTtu MNAM, - YaCTMYHO pacCcMOTpPEHbI HMXKe. [oCTaTOYHO NoapOobHbIe
CBefleHMs O TeHeTMYECKOM KOHTporie cumbuoreHesa y ropoxa npeactaBrieHbl B

cneumanbHbIX 0630pHbIX paboTax [TuxoHoswmY, MNposopos, 2003; Borisov et al., 2004].

1.1.3. leHeTNYECKMIN KOHTPOSb pa3BUTUA NUCTa

B HacTosiiee Bpems ropox SBMSIETCA OCHOBHbIM MOAENbHbIM OObEKTOM AN
n3ydeHmss Guonormm  pasBuUTUS  CROXHOro nucta. B Hopme  pasBuBaeTcsa
NapHONEPUCTOCIIOXKHBIA JINCT C KPYMHbIMU CTebneobbemMniowmnmMmn NpuNUCTHMKamu, 2-3
napamu JIMCTOMKOB W 2-3 napamMu ycukoB. Paxuc Takke okaH4YMBaeTcs yCukoMm. Y
PasfMyHbIX MOABMAOB ropoxa MOCEBHOrO0 YMUCO JIMCTOYKOB CIIOXKHOIO NIUCTa MOXET
BapbMpoBaTb, CTPYKTypa nucta TaKke W3MEHAeTCsa B XoAde OHToreHesa (MOXHO
BblAENUTb HU30BbIE, CPEAUHHbIE U BEepXOBble NNCTbA). Y Pisum formosum nuct HeceT
OAHY Nnapy NIMCTOYKOB U 3aKaHYNBAETCS LUMMUKOM.

K Hactodawemy momeHTy B kaTtanore John Innes Collection (BenukobpuTtaHus,

http://data.jic.bbsrc.ac.uk/cgi-bin/pgene/default.asp) onucaHo ©Gonee 50 reHos.,

y4qyacTByrOLWUX B pa3BuUTnn nncta. npaKTW-IeCKI/I exXeroagHo B nutepartype noAsnAlTCA
OMNCaHUA HOBbLIX - WNW B3auMOAENCTBUN YK€ WU3BECTHbIX — reHOB, OKa3blBakOLWUNX

BInMAHME Ha aHaToOMU4YeCKoe WUnnm MOpC*)OJ'IOFI/I‘-IeCKOG CTpOeHne Jnncta B LEJSIOM WUIN
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OTAENbHbIX CTPYKTYP B €ro COCTaBe — NPUIIMCTHUKOB, paxmca, JIMCTOYKOB.

OagHVMM M3 OCHOBHbIX FEHOB ropoxa, yqacTBywWMX B (POPMUMPOBaAHUM NUCTA,
uBeTka W apxuTekTypbl couBetus B uenom, asnsetcsa reH UNIFOLIATA (UNI). Y
FTOMO3UIOTHBIX MO «KECTKOMY» MYTaHTHOMY annent pacTeHun uni pa3BUBaETCA
NPOCTOM NUCT, OTMEYalTCs HapyLEHNA B CTPOEHUN LBETKA, MyTaHT cTepuneH [Hofer et
al., 1997]. Y romoauroT no annensam c 6onee «MArkuM» OENCTBMEM MPOSIBIIEHNE BCEX
aHomanuin ocnabnero. Hanpumep, y roMo3uroT no annento uni®® paxmc okaHuMBaeTcs
He YCUKOM, a NIMCTOYKOM, OTKIOHEHNSA B CTPYKTYpe LBeTKa He HabntogaroTtcs.

O606LweHne pesynbTaTOB WU3YyYEHUS] TEHETUYECKOrOo KOHTPOMd (OOopMMpPOBaHUSA
CMNOXHOro NUCTa Yy ropoxa Hawo OoTpaXeHue B pasnuyHbiXx mMogenax. Hambonee
npocTas n3 HMx Gblfia OCHOBaHa Ha YOPMMPOBAHUMN apXUTEKTYPbl NMUCTa Kak HGanaHca
NPOTUBOMONOXHbIX TEHOEHUN — (POPMUPOBAHNA MNap YCUKOB Ha AUCTaNbHOW YacTu OCu
(paxuca) nucta M nNap JIMCTOMKOB — Ha MNPOKCUMAarnbHOW; MNpu 3TOM WCXOLHO
3aKknagbiBaloTCAa NPUMOPAMK, CMocOOHble AaTb Hayano Kak JIMCTOYKY, TaKk U YCUKY
[Ingensiep, Lenz, 1987]. CornacHo npeanoXxeHHOM 3TUMU aBTOpaMn CXxeme, y MyTaHTOB
afila (af) coxpaHsieTca TONMbKO 30Ha opmupoBaHus ycukoB (peHoTun «afila»), a y
MyTaHTOB tendril-less (tl) — 30Ha OpMMPOBaHUA FNUCTOYKOB (beHOTUN «acacia»).
Kaxgbln npumopanin y myTaHToB af yTpaumBaeT (Mnu coKpaljaeT) MHAUBMAYaIbHYHO
30Hy noAdaBneHus, B npefenax KOTOPOW 3aknagka nocnegyowero npuMmopaus
HEBO3MOXHa, YTO MPUBOOUT K MOBLILEHUIO MOPsiAKa BETBMEHUS OCU NiUcTa Yy 3TUX
MYTaHTOB. Y [OBOWHbIX MyTaHTOB af {/ pasBuMBaeTCA NUCT C MHOMOKPaTHbIM
«BETBMNEHNEM» paxuca, N Kaxaas OCb 3akaH4MBaeTCHa NUCTOYKOM (peHoTun «pleiofilay
nnun «parsley-leaf»). Takum o6paszom, OCHOBa CTPYKTYpPbl CITIOXXHOIO NMcTa 06 bsACHANach
pe3ynbTaToOM COBMECTHOro AeNCTBUS BCEro 2 reHoB.

Heckonbko 6Goree crnoxHaa cxema B3aMMOOEWCTBUSA FE€HOB, OTBETCTBEHHbLIX 3a
pasButne nucrta, ©Obina npegnoxeHa B @ pabote J. Young [1983]. B
MaTteMaTn3MpoBaHHOW hopMe aBToOp WUCXOAUNT U3 NPEeAnosiOKEeHUA O TOM, 4YTO Tpwu
OCHOBHbIX TuMa CTPYKTYp B COCTaBe CIIOXHOro mnucta (paxuc, NUCTOYEK U YCUK)
pasBMBalOTCA M3 pPasfnUYHbIX NpUMOpAMEB, M HanpasneHue anddepeHUnpoBKn
npMMOpaNA KaXgoro Tuna 3aBUCUT OT ero pasmepa. M3 camoro KpynHOro 3adartka
pasBMBaeTCA pPaxmc, U3 MEHbLUMX MO pasMepy — FUCTOYKM, U3 CaMblX ManeHbKUx —
ycukn. Ponb reHoB AF un TL cBoauTCca K ornpeferieHuMio NoporoBbIX 3HA4YeHUW Ons
pa3mMepoB («pa3mMep» B AAHHOM cryyae — YCroOBHas BeSiM4MHA) 3a4aTKOB PasfUYHbIX
TMNOB CTPYKTYyp. JltobonbiTHO, 4TO B paboTe npu XapakTepuctuke MYTaHTHbIX

EeHOTMMNOB UCMONb30BaH TepMUH «romeo3nc». J. Young [1983] obcyxnaet
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BO3MOXHOCTb OOBACHEHWA C MOMOLLBID 3TOW MOAENN BO3HUKHOBEHUSA MHbIX TUMOB
nucTa, XxapakTepHblx Ans 606oBbix — Hanpumep, Tpondato- (Trifolium) wnn
nanb4yaTocrnoXxHoro (Lupinus). HecmoTps Ha onpeaeneHHyr MNpPOrHOCTUYECKYHO
LEeHHOCTb 3TOW  MOAEeNu, K HacTosweMy MOMEHTY HakonfeH wmartepwuan,
CBMAETENbCTBYIOLWMI B NOMNb3Yy BOMbLUEN CIIOXHOCTU perynsaumm mopdgoreHesa nucra y
6060BbIX.

B HacTosiwee Bpemsi B pesyrnbTarte uU3ydeHus peHoTurna MyTaHTOB, YPOBHEW U
obnacten aKcnpeccunm COOTBETCTBYHOLMX [EHOB, cO34aHa 3HauuTenbHo 6onee
cnoxHass Mogenb [Gourlay et al., 2000]. KnioyeBbiM TFEHOM, pPerynmpyowmnm
MopdoreHe3 croXHoro nucta, asnsetca UNI, akcrnpeccus KOTOpPOro npuypodeHa K
obrnactam 3aknagku u guddepeHumaumm nucrta B LENOM, NIUCTOYKOB U YCUKOB (B
opurnHane ans obo3HadeHnsa Takmx obnacten ncnonb3oBaH TepMUH «bnacto3oHay). B
Xo4e crneunanusaumm 3TMx opraHoB ypoBeHb akcnpeccun UNI cHwxaeTcs BMnoTb [0
MOSTHOrO WCYE3HOBEHUS B ANdEPEHLMPOBaHHbIX CTPyKTypax. Takum obpasowm, y
MYTaHTOB UNi CNOXHbIA JIUCT B NpuHUuNe He dopmupyeTtcsa (CM. Bbiwe). HeraTtueHyto
perynauuio  (nogaeneHne akcripeccun) reHa UNI  ocywectBnaT reHsl AF (B
NPUMOPANAX NIMCTOYKOB B NPOKCMMAaribHOW YacTu NMcTa U YCUKOB — B AUCTanbHoOW) n TL
(B 3auyaTkax ycukoB). HakoHeu, reH COCH (COCHLEATA) nogaBnsieT 3KCNPEeCCuto reHa

UNI B npunncTHUKax: y MyTaHTOB coch HabntogaeTtca akronuyeckas akcnpeccus UNI B

Puc. 1. Cxema
reHeTM4YecKoro KOHTpOnS
pas3BUTUSA NUCTa y ropoxa Ha

ctagusax 3aknagkm (A) wu

anddepeHumaumnm
N npumMmopaves (no

[N
¢ ) [CyHIoWWH, FocTUMCKUIA,

|¢"v 5 |\'1

SR AL 2008], NOSICHEHMSA B TEKCTE).

' UNI
/}a CepbiM  uUBeTOM  0603HayeHa
COCH— — obnactb akcnpeccun reHa UNI;

=, MNO3UTMBHAs perynsiuus; -|

HeraTuBHasa perynauus.

NPUMOPAKAX NPUIUCTHUKOB, WM MoOcneaHne npuobpeTalnT CXOACTBO CO CIOXHbLIMU
NUCTbSIMU. XapaKkTepHO, YTO Yy ABOMHbLIX MyTaHTOB coch Uni «CROXHble MPUIUCTHUKN»

He dopmupytoTea [Gourlay et al., 2000]. Ewe ogHum npegnonaraembiM HeraTMBHbIM
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perynatopom UNI sasnsetca reH STIPULES REDUCED (ST) [tam >xe], OCHOBHas
YHKUNA KOTOPOro CBsA3aHa C aKTUBHOCTbIO MaprMHasnbHbIX MEPUCTEM MPUITUCTHUKOB.
Cxematnyecku B3anMogenCcTBME KoYeBbIX rEHOB MNpU pasBUTUKN NIUCTa NpeacTaBreHo
Ha Puc 1.

ToHkaga cTpykTypa reHa TL oxapakTepusdoBaHa B pabote J. Hofer ¢ coaBTopamm
[2009]. lNMoka3aHO, 4YTO ero NPOAYKTOM SIBMSIETCA roMeogoMeH-codepXawmn 6enok ¢
MOTUBOM TUNA «NenUnHoBas 3actexka-monHua» (HDZIP).

CTpykTypa nucTta y pacTeHUn B HOpME SABMAETCS pe3yrbTaTOM COrfacoBaHHbIX
MOpPdOreHeTU4ECKNX NPOLECCOB B TpeX HamnpaBfeHUsX: OUCTanbHO-MPOKCUMarbHOM,
[OP30BEHTPANbHOM N MeananbHo-naTepanbHOM. BOnbLWNHCTBO M3BECTHbLIX MyTauun B
reHax, OTBETCTBEHHbIX 3a (POpPMUPOBaHME NNCTa Yy ropoxa, HapywakwT MopdoreHes
ANCTanbHO-NMPOKCMMarnbHOMrO HanpaBneHusi. [eHeTUYEeCKMn KOHTPONb onpeaenieHns
[OP30BEHTPanbHOM  MOMNSAPHOW  CTPYKTYpbl, pasrpaHuvyeHnsa abakcuanbHOW W
aflakcnarnbHOW CTOPOH (hopMMpyOLErocs IMCTOBOro NpuMopaus Brnepsble Obin n3y4veH
y Antirrhinum majus. Y 3Ttoro mogenbHoro obbekta onucaH reH PHANTASTICA
(PHAN), npogyKtom KOTOporo siensietca ¢aktop TpaHckpunuun MYB [Waites et al.,
1998]. N'omonorn aToro reHa oxapakTepu3oBaHbl Y MHOMMX PacTeHU, B TOM YUChe U Y
ropoxa, onst Kotoporo onmcan romosnormyHbin PHAN ren CRISPA (CRI). Y myTaHTOB cri
OTMEYaTCA HapyLIEeHUs1 CTPYKTYpbl NIMCTa, NPOSBMSKOLWMECA B MEPBYO oyepedb B
dopMMpPOBaHMM Ha BEPXHEW MOBEPXHOCTU JIMCTA CEKTOPOB, WAEHTUYHbLIX HUXHEN
nosepxHoctn [Tattersall et al., 2005]. Kak u y MHOrMx Apyrux MyTaHTOB MO reHawm,
yyacTBylOWMM B (POPMMPOBAHUN NNCTA, Y pacTeHUn cri HabnwJarTca HekoTopble

OTKITOHEHUA B pa3BUTUN LIBETKaA, (*)epTVIJ'IbHOCTb 3a4acTYylo NMOHMXEHaA.

1.1.4. CoBpemMeHHOe cocTosiHMe npobnembl naeHTUcpuKaumm reHoB y Pisum
sativum

Kak yxe 6b0 ynoMsaHyTO Bbiwe, COOCTBEHHO dhakTopuanbHas Teopus
HacneacTBeHHOCTM Bblna chopmMynupoBaHa B pe3yrbTaTe 3KCNEPMMEHTOB C FTOPOXOM B
pabote . MeHgena [Mendel, 1866]. Takum o6pasom, nepBble AaHHble MO
HacrnegoBaHUIO NPU3HAKOB Yy Pisum v BbISIBIEHUIO TE€HOB, KOHTPONUPYIOLWNX pa3BuTue
9TUX NPMU3HAKOB, NOSABUITUCb OOHOBPEMEHHO C CaMOW FEHETUKON.

[MepBble pe3ynbTaTbl MOCTPOEHUSI FTEHETUYECKOW KapTbl ropoxa Obinv nosnyyYyeHsbl B
pe3ynbTate MHOroNeTHNX akcnepmmeHToB [. JlTamnpexta. 3Tum uccnegosatenem Obinu
OnucaHbl MHOIME M3 WM3BECTHbIX B HACTOsLLEEe BpPEMSI EHOB, OXapaKTepu3OoBaHbl

B3aVMOAENCTBMS MEXAY HUMK, onpeaeneHo B3anmopacronoxeHue B npeaenax rpynn
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cuennenus, KoTopbix B obobuwatowen pabote [Lamprecht, 1948] nm Obino onucaHo
cemb. PaHee B paboTax OTe4YeCTBEHHbIX M 3apybexHbix wuccrnegoBatenen Obin
JeTanbHO oxapakTepu3oBaH KapuoTtun ropoxa [Jflesutckun, 1931]. [docTtoBepHO
COOTHECTM XPOMOCOMbI M Tpynnbl CUENMeHNa yaanocb 3HaYUTENbHO no3gHee npu
N3y4YeHUn CLEenneHHoro HacnegoBaHnsa MoOpdOIorMyecknx MapKkepoB Y XPOMOCOMHbIX
nepectpoek [Lamm, 1987; Ellis, Poyser, 2002].

B TeueHne Bcen BTOpom nomnoBuHbl XX Beka npopormkanacb pabota no
COBEpPLUEHCTBOBAHMIO TFEHETUYECKOW KapTbl ropoxa MOCEBHOMO W HacbIWEHWU ee
MapkepaMmn pasnuyHblx TunoB. KcxogHas kapta [. Jlamnpexta, nocTpoeHHas
NCKNIOYNTENBHO Ha MOPMONOrnyecknx Mapkepax, Obifia OOnofHeHa npu u3yyYeHum
HacnegoBaHUsA M303MMHbIX nokycoB U [IHK-mapkepoB pasnuyHbix Tunos: RAPD, ISSR,
CAPS [Ellis et al.,, 1992; Weeden et al. 1998; Yerammpsa, 2004, n agp.]. Ocoboe
3Ha4eHue npnobpeno NcnonbL3oBaHUe B KAPTUPOBAHUU NIMHUI, HECYLLUX PeLUNPOKHbIE
TpaHCNoKaummn: To4Ka paspbiBa MOXET CIYXUTb HAaAEXHbIM MapKepoM B KapTUPOBaHUM.
Konnekuusa pasnunyHbix popM ropoxa, HecCyLMX MepecTpPOeHHble MO CPaBHEHWUIO CO
ctaHgaptoMm (0b6blMHO B Takom KadectBe BbicTynaet copT Roi de Gourmanes)
XpOMOCOMbI, norlydeHa Ha kadegpe reHetnkm MIY wm. M.B. JlomoHocoBa.
Jlokanusauma Todek paspbiBa Obina ycrnewHoO OCyLWecTBreHa Kak Mpu U3yvyeHuu
cuennenuss ¢ mopdonornyeckumn mapkepamm [®ywxyH, Foctumckmn, 1998], Tak u
mMeToaamu guddepeHumnanbHOro okpalumsaHms xpomocom [Camatagse u ap., 2005]. C
OpYron CTOPOHbI, CyLLecTBOBaHWe cpean pasHoobpasusa Bnga MHOMOYUCHAEHHbIX (dOpM
C XPOMOCOMHbIMK abeppauusiMm MOXeT CYLEeCTBEHHO 3aTpyaHAaTb paboty no
KapTMpoBaHuMoo. IMEHHO TakMMKU MpuUYUHaAMK, HanpuMmep, OBBACHAIT pacxOoXAeHUs
oBGHapy)XeHHOM B XOA4e 3JKCMepuMeHTa fokKanu3auuum reHoB ¢ OBLenpuHATON aBTopbI
OofHOM 13 reHeTnyecknx kapt ropoxa [Ellis et al., 1992]. JluHnn, Hecywmne TpaHcnokaumm
MO M3BECTHbIM XpOMOCOMaM, Takke OblnM MCNOMb30BaHbl MNPW  COMOCTaBMNEHUU
reHeTM4YeCcKon N XpPOMOCOMHOM KapT ropoxa [Lamm, 1987].

Hanbonee 3HauMmon [nsi OpuUrMHanbHbIX MCCREeLOBaHUM npeacTaBnseTcs
onybnukoBaHHas B 1998 r. kapTa 06begUHEHHOro (KOHCEHCYCHOro) Tuna, BKYarLwas
465 mopdonorndeckmx, nsosmmHbix n [JHK-mapkepos [Weeden et al., 1998]. Npu atom
B COCTaB KapTbl BOLUMM He TONbKO MapKepbl, Cerpervpylowme B KapTupytoLlen
nonynsunMmn, HO W 3HA4YUMTENbHOE YUCMO paHee W3BECTHbIX MapKepoB, MOSIOXEHUNE
KOTOPbIX NO OTHOLUEHUIO K UMEKLUMCS NPeacTaBnsaioc JOCTOBEPHbIM.

3HaunTenbHbIM  ycnex Obin OOCTUrHYT npu  ucnonb3oBaHun [OHK-mapkepos,

OCHOBaHHbIX Ha YHUKallbHbIX MOCIEeN0BaTENIbHOCTAX, I'IOJ'IVIMOp(bVISM KOTOPbIX
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BbISIBMISIETCA MO HanM4umio/OTCYTCTBUIO CanTa Yy3HaBaHWUSA JHOOHYKMeasbl PecTpUKLnm
(CAPS - cleaved amplified polymorphic sequences). 36 mapkepoB Takoro Tuna Obinm
nokanu3oBaHbl B pabote S. Brauner c konneramn [2002]. B 3ton paboTte Obina
nokasaHa npuHuMnuanbHas BO3MOXHOCTb MCMOMb30BaHUSA TakMx MapkepoB B paboTe ¢
ApPYrMMM  pPOACTBEHHLIMW BWOAMW B CUNY BbICOKOW KOHCEPBATMBHOCTU LENEBbIX
nocnegosaTensbHocTen. MNogobHass paboTta Obina NpoBedeHa Ha kadedpe reHETUKM
Buonorunyeckoro dakyneteta MIY mm. M.B. JlomoHocoBa. Pesynbtatom ee crtana
reHeTMyeckas kapTa BCeX [pynn cuenneHus ropoxa, BkMAwyawwaa B cebsa 40
nonumopdHbix CAPS-mapkepoB, 16 u3 KOTOpbIX Obinn NIOKanuM3oBaHbl BMeEpBble
[Konovalov et al., 2005; KoHosanos, 2006].

NHTepecHO OTMETUTb, YTO HACbIWEHHOCTb PasHbIX rPYnn CuenneHna Mmapkepamm
BCEX M3BECTHbIX TWUMOB HEeoAMHaKkoBa. Tak, NpPW COMOCTaBMEHWM KapT, MOMyYeHHbIX
pasHbIMKM aBToOpaMu, NMpuMedaTesibHON OKasbiBaeTCca Hambornbllas MpPOTSXKEHHOCTb U
nnotHocTtb Mapkepos Il rpynnbl cuennexna (ICIIl), B To Bpems kak CIV HeM3MeHHO
ocTaeTcsl 0OAHOM M3 Hambonee 6eaHbIX MapKkepamu.

O eKTUBHBIM MHCTPYMEHTOM AN CO3[4aHMs FeHEeTUYEeCKUX KapT C BbICOKMM
paspeweHnem ctanu [OHK-mapkepbl Ha OCHOBE MUKpOCATENNUTHbIX panoHoB (SSR,
simple sequence repeats). V3-3a BbICOKMX TEMMOB MYTUPOBAHUSA Takue MapKepbl
npeacTaBnAlTCSA  Ype3Bbl4aMHO  MEPCMNEKTUBHBIMW B OLEHKE nonumopduama,
NONYNAUNOHHO-TEHETUYECKUX ~ UCCNEOOoBaHUSX,  KapTUPOBaAHUM  HOBbIX  FEHOB.
MpoTskeHHan HacbIWEeHHast kKapTa BCeX CeMM Tpynn CuenfneHnsa ropoxa, nocTpoeHHas
Ha ocHoBe SSR-mapkepoB, 6bina npeacrtasneHa B pabote C. Loridon ¢ coaBTopamu
[2005]. B TO Xe Bpemsi CpaBHUTENbHOE KapTUpOBaHWe AN POACTBEHHbIX BMOOB C
MCNONb30BaHMEM MapKepOB TaKOro Tuna easBa N BO3MOXHO UMEHHO B CUIy BbICOKOM
N3MEHYMBOCTM.

Takum obpasom, o4veBMOHOW cCTpaTernen (UnnM, NO KpanHen Mepe, BaXKHbIM
aTanom) npu uAEHTUdUKaALMM HOBbIX TEHOB Yy ropoxa SBMSIETCA KapTUpPOBaHME.
CyulectBoBaHME HACbIWEHHbBIX FEHETUYECKMX KapT B COYeTaHun C pasHoobpasvem
NPUroAaHbIX ANs UCNONb30BaHUS MapKepoB AenaeT pelleHue 3TOW 3adayv BrosiHe
AOCTYNHbIM. [onyyeHHOe K HacCTOSLLEMY BPEMEHWN paspeLLleHne CyLLECTBYHOLMX KapT
NO3BONSET paccyMTbiBaTb Ha AOCTOBEPHYK fOKanusauui HOBbIX FeHOB B Iitobon
rpynne cuenneHuns.

OaHMM M3 BO3MOXHbIX WU OOCTATOMHO MNEPCNEKTUBHbLIX MOAXOAOB K npobneme
noeHTMMKaLUmMm HOBbIX FEHOB y ropoxa (M B npuHUMne y O6BbEKTOB C Mariou3y4yeHHOMN

CTPYKTYpPOM reHoma) siIBNsieTCA MOUCK FeHOB-KaHAMAAToOB. Tak, cXxoAcTBO (PEHOTMMOB
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MyTaHTOB Yy Oonee getanbHO M3yvyeHHOro Buga (Hanpumep, A. thaliana) n y ropoxa
MOXET CINyXWTb yKasaHMeM Ha BO3MOXHOe (YHKUMOHanNbHOe (1, BEPOATHO,
CTPYKTYPHOE) CXOACTBO KIOYEBbIX reHoB. Ecnm y xopowo wu3ydeHHoro obbekTa
nocriegoBaTesibHOCTb  MCKOMOTO reHa M3BeCTHa, TO CTaHOBUTCS  BO3MOXXHbIM
BbldeneHne U u3y4yeHMe OCcODBEeHHOCTEN SKCIpeccunm ero romosiora y Buga c
HEeM3BeCTHOM MocrefoBaTeNbHOCTbI0  reHoma. Takmm  obpasom, peanuayeTtcd
nocrnegoBaTesibHOCTb OEWUCTBUN, XapaKTepHasa aNnsa «NpsiMon reHeTukn» (OT Npu3Haka K
reny). Tak, Hanpumep, 6bin1 oxaktepusosaH reH CRISPA (CRI) y ropoxa [Tattersall et
al., 2005], myTauum B KOTOPOM MPUBOAAT K Pa3BUTUIO OYEHb XapaKTepHoro goeHoTuna:
HapyLweHo dopMupoBaHue abakcmanbHO-agakcmManbHOW CTPYKTYpbl nucta (CM. BbIWE).
deHoTUNNYECKN CXOOHbIM MYyTaHT (phantastica) vn3BeCTeH Yy JIbBUMHOIO 3€Ba; 3TO
3akroyeHme no3BonnIo aBTopaMm NpoUUTUPOBaAHHOM PaboTbl YCMNELWHO COOTHECTU reH,
OTBETCTBEHHbIA 3a abakcuanbHo-afjakcmanbHyl nondpusauuio nucta y Pisum, ¢
romosiorom reHa PHAN A. majus.

MogobHbIM Noaxond COMNPSKEH, NO KpanHen Mepe, C OOHOW  CIIOXHOCTLIO,
Kacawowenca naeHTnukauum GeHOTUNNYECKNn CXOAHbIX MyTaHTOB. Tak, Hanpumep,
N3y4yeHne reHeTndeckoro KoHTpons aktmeHoctu [MAM y Arabidopsis (CM. Huxe)
MOKa3bIBaeT, YTO YUCIO FEeHOB, MyTauun B KOTOPbIX MOryT MPUBOAUTL K dhacumaumm
nobera, MoxeT OblTb 3HAYUTENbHbIM.  AHaNOrM4YyHO, WU3BECTHbl  HECKOJIbKO
dracunnpoBaHHbIX MYTAHTOB ropoxa, 4YTo AenaeT npouecc BO3MOXHOro CONoCTaBIieHns
3aTpygHUTENbHbIM, OCODEHHO C Yy4YeTOM MPOTMBOPEYMBLIX [AaHHbIX O 4ucrne u
XapakTepe B3auMOOENCTBUS KNOYEBbIX «reHoB acumaummny» (cMm. Huxke). MimeHHo
TPYOHOCTU Takoro pojda MpuBENU K oTpuuaTenbHOMy pesynbTaTy npu  NonbiTke
noeHTMMUMPoBaTh reH, MyTauusa B KOTOPOM NPUBOAUT K pacumauum y com [Yamamoto
et al., 2000]. [1ea BblaeneHHbIX CTPYKTYPHbIX romoriora reHa CLV1 He oBHapyxunu
3Ha4YMMbIX pasnUyYMii B HYKIEOTUAHOW NOCreaoBaTeribHOCTU annenen AuKoro tuna m
MyTaHTa.

B HekoTopbIX crny4vasix BblgerieHve npegnosiaraemMoro romMosiora Ha OCHOBaHWUU
CXOACTBA HYKNeoTUAHbIX nocrnegoBaTesribHOCTEN (Hanpumep, NCNonb3ysa BblPOXAEHHbIE
npanmepbl B [LP) mMoxeT npeactaBnaTb CaMOCTOSATENbHYH 3adady; Crieaylowmm
LaroM CTaHOBWUTCHA COMOCTaBfieHWEe BHOBb OTKPbITOW MOCNefoBaTeNnbHOCTU C YXe
N3BECTHbIMW FeHaMn MyTeM KapTUPOBaHUS, M3y4yeHusi OCOBEHHOCTEN 3JKCnpeccun u
NpoYMMU noaxogammn «obpaTHOM reHeTUKM» (OT reHa K npusHaky). Hanpumep, UMeHHO
Tak Obina m3ydeHa cTpyktypa reHoB DET wn LF y ropoxa [Foucher et al.,, 2003]. C

MOMOLLbIO BBLIPOXAEHHbLIX NpaiMepoB B reHOMe ropoxa Obinv  BblAeneHbl Tpu
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CTPYKTYpPHbIX romosiora reHa TFL1 A. thaliana; ¢ nomowpbio KX nokanu3aumm Ha
reHeTMyeckon kapte Oblna BblABMHYTA rMnoTe3a O COOTBETCTBMM ABYX W3 HUX YXe
n3BectHbiM reHam DET wn LF. OnpepeneHve HykneoTUAHOW nocrnegoBaTenbHOCTH
annenen U n3yyvyeHuMe YpPOBHS IKCMPECCUN ITUX MEHOB Yy MYTAHTOB MO CPaBHEHMUIO C
HOpMasibHbIMW pacTEHNAMIN NOATBEPANIO NepBOHAYarnbHYO rmnoTeay.

Llenaa rpynna npegnonaraembiXx romorioroB reHoB Arabidopsis, CBA3aHHbIX C
uBeteHmeM, Obina BblAeNeHa y ropoxa, Cou, fouepHbl KU nagBeHua nytem npsiMou
aMmnnudgukaumm ¢ BblpoxaeHHbIMU Npanmepamn [Hecht et al., 2005]. MNpu atom gaxe
KapTMpOBaHWE HEKOTOPbIX M3 BHOBb OMWCAHHbLIX NOCreAoBaTeNlbHOCTEN Y ropoxa He
NPVBENO K onpeaeneHnto nx yHKUMM (MNn yCTaHOBIIEHUIO CTPYKTYPbl yXKe NU3BECTHbIX
reHoB). MckntoyeHue coctaBun parmeHT PSSEP1/2, nokanu3oBaHHbI PpAOOM C reHOM
VEGT.

Heckonbko ©onee CnoXHbl Noaxon «nNPsiMOM FeHeTUKU» Obln MCNonb3oBaH B
paboTte npu maeHTudukauum reHa PIM (dyHKUMA 3TOro reHa cBsidaHa C perynsiumen
mopdporeHesa coupetusi) [Taylor et al., 2002]. AsTopamu O6bINO BbICKa3aHO
npegnonoXeHne O CXoACTBe (heHOoTMna MYTAHTOB pim ropoxa W squa (squamosa)
nbBUHOro 3eBa. [locrnegoBaTenbHOCTL reHa Oblna onpegerneHa nNpu KNOHUPOBaHUKU U
CEKBEHMPOBaHMN (pparmMeHTa, BbISiBNEHHOro npu 6not-rmbpuamsauun PHK ropoxa c
30HOOM - reHom SQUA. bBbino obHapyxeHo 99% cxoaAcTBO C  paHee
OXapaKkTepu3oBaHHOM nocrieqoBaTenbHOCTbIO reHa ropoxa PEAMA4, 4yTO
cBuMaeTenbcTBoBano 06 MX WMAEHTMYMHOCTU. AHanu3 CTPYKTypbl HOPManbHOMo W
MYTaHTHOro annenen n ocobeHHOCTeN IKCrpeccun Takke MOATBEPAMMN YCMEeLWHOCTb
naeHTuukaumm aToro reHa. o Bcer BUANMOCTU, UCNONb30BaHWe 6noT-rnbpuansaumm
ans  ckpuHuHra 6ubnunotek PHK - Heckonbko ©onee HagexXHbln (HECMOTpSA Ha
TEXHUYECKME CROXHOCTU) cnoco® BblAeNeHus KoaMpyroLWwmMx nocrneaoBaTesibHOCTEN,
yeM amnnudukaums ¢ BblpOXAEHHbIMM Npanmepamu. IMeHHO aTum cnocobom Obina
BblaeneHa nocnegoBartenbHocTb reHa CRISPA (cm. Beiwe) [Tattersall et al., 2005].

HykneotugHaa nocnefoBaTenbHOCTb FEHOMa ropoxa [0 HaCTOSLWEero BpemMeHu
OCTaeTCs HEU3BECTHOW, KaK, BMNpPOYeM, HeT AaHHbIX M O JOCTaTOYHO MNPOTSKEHHbIX
dparmeHTax XPOMOCOM. Mpwn BblbOpe obbekTa ans onpenenexus
nocrnegoBaTenbHOCTM (CEKBEHMPOBaHMS) B npedenax cemencrtsa Fabaceae OGbinu
n3bpaHbl ABa BMAa - NagBeHel AnoHckui (Lotus japonicus L.) n nouepHa yceyeHHas
(Medicago truncatula Gaertn.) [VandenBosch, Stacey, 2003]. O4eBngHO, 4TO B OCHOBY
BbIN NONOXEH NPUHLMMN MPaKTUYECKOM 3HAYMMOCTU ITUX OOBLEKTOB CO CpPaBHUTESBLHO

HeGonbLIMM pa3MepoM FreHoMa, a Takke pasnuynst B MexaHuamax Hogynsuuu. Tak, y
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Lotus hopmmpytoTcs cuMbuoTudeckune krnybeHbKn ¢ orpaHMYyeHHbIM POCTOM, B TO BPEMS
Kak y Medicago oHM COXpaHslT MepucTteMaTnyeckyto aktuBHocTb [Udvardi et al., 2005].
B 10 e BpeMsi He MOXeT He obpaTnTb Ha cebs BHMMaHWUS Bnnskoe cucTtemaTndeckoe
nonoxeHuve naaseHua n nwouepHol (Tpubbl Loteae n Trifolieae cooTBeTCcTBEHHO). [Mpn
39TOM pOACTBO 3TUX rpynn ¢ Tpubon Vicieae (BkntovaroLlen B COBPEMEHHOM MOHUMaHUMK
poabl Lathyrus, Vicia, Pisum, Lens n Vavilovia) Takke npeacraBnaeTcs 4Ype3BblHanHO

Ba’>XHbIM.

Medicago
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( D ¢ X D ¢ D i ¢ ) @ )
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Pisum
Puc. 2. CooTBeTCTBME Ipynn cuenfneHns ropoxa v nouepHsol, [Kalo et al., 2004].

Becbma 3Hauvmo Ons peweHus npobnembl U3ydeHUs CTPYKTYpbl reHoma u
NOeHTUMMKaLMM HOBbIX TEHOB Yy Tropoxa W poACTBEHHbIX 6000BbIX HABNeHWEe
MaKpOCUHTEHUN. Tak, rnokasaHa BbICOKas CTerneHb COOTBETCTBUA FEHOMOB ropoxa wu
nouepHbl nocesHon (Medicago sativa L.) [Kalo et al., 2004]. ®akTnyeckn XpoMOoCOMblI
9TUX [ABYX BWOOB MOSIHOCTLIO KOMSIMHEApPHbl C COXpaHeHWeM B LEeNoM nopsaka
pacrnosioXXeHNsl MapKepoB, 3a WUCKMOYEHMEM ABYX PaMOHOB TpaHcrokauun (puc. 2).
Bbicokas cTeneHb MakpOCUHTEHUM reHOMOB pasfiMyHbIX BUMAOB cemenctsa Fabaceae
6bina nokasaHa B pabote H.K. Choi ¢ coaBtopamu [2004]. CnpaBeanueoctn pagu
CTOUT OTMETUTb, 4YTO BblbpaHHble B paMKax YMOMSHYTOrO WccnefoBaHWA BuAbl
npyHagnexaTr K Tpem Tpubam, NO COBPEMEHHbIM MpPeacTaBreHUsIM CBA3aHHbIM
aoctatovyHo 6nuskmm  pogcteoM [Wojciechowski et al., 2004], 4yto 3aTpyaHsieT
OCYLLECTBMNEHNEe I9BOMIOLUNOHHBLIX PEKOHCTPYKLMIA MO OTHOLUEHUID KO BCEMY ObObemy
cemenctea [Young et al., 2003]. Heobxoanmo npusHaTb, YTO U3YYEHHOCTb OObLEKTa B
3HaAYMTENbHON CTEMEeHM OnpeaenseTca ero XO3SNCTBEHHbIM 3Ha4yeHMeM, a He

MHTEPECOM K €ro CbI/IJ'IOFeHeTI/I‘-IeCKOMy NONOXEHNUIO.
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1.2. CTpyKTypa anukanbHOW MepucTeMbl Mo6Gera y BbICLUUX

pacteHuun

OHTOreHes pactenHun obnagaet uenbiM pssaoM OCOBEHHOCTEN MO CPaBHEHWUIO C
Kyga 6Gonee nomHO u3yvyeHHbIM (MO KpavHenh Mepe, B page rpynmn) OHTOreHe3om
XMBOTHbIX. K yncny Takmx cneunduyeckmx 4epT crnefyeTt OTHEeCTM OTKPbITbI POCT U
CYLLEeCTBEHHO MEHbLUYI CTEeMeHb MWHTerpauuun, Oonyckawly 60nbluyo CTeneHb
aBTOHOMHOCTM MopdoreHe3a OTAEeNbHbIX OpraHoB U ux yacten [JlogkuHa, 1977]. Y
GONbLWMHCTBA PacTEHUA Ha NPOTSXKEHUM MPAKTUYECKN BCEN MHOMBUAYANbHOW XXWU3HU
CYLLEeCTBYIOT MOCTOSIHHO [encTByloWmMe o4varn pocTta - Mepuctembl. WX Hanuuue
NPMBOAMUT K TOMY, YTO (pOpMMPOBaHME OPraHoOB NMPOUCXOAUT B TEYEHWE BCEW XKU3HMW.
Kpome TOro, Takas 4epTta npuBOAUT K (POPMMPOBAHUIO MHOXeCTBa OAHOTUMHbLIX
OpraHoB, MeXay KOTOpbIMU BO3MOXHO OnpeaesieHHoe BapbupoBaHue.

BblgensioT HECKONBKO TUNOB MEPUCTEM - NPEUMYLLIECTBEHHO NO UX foKanusaumm
(Hanpumep, [Umc, 1964)): anuvkarnbHble, donopanbHble, NHTEepKansapHble,
MapruHanbHble, paHeBble U T.4. [peameTom mM3yveHus Hactoswen paboTbl ABNSETCA
FEHETUYECKUIN KOHTPOSMb aKTMBHOCTM MMEHHO MOOEroBon anuvkanbHOM MepUCTEMbI
(MAM), n ee cTpykTypa BygeT paccMoTpeHa Huxe (puc. 3).

XOTSa anekcbl pasnU4YHbIX pacTeHNn MOTyT 3HAYUTESbHO pasnu4aTbCcs No pasmMepy,
dopme, 0COBEHHOCTSIM 3arnoXeHuss natepanbHbIX NPOU3BOAHbLIX, MX aHaToMuUyeckas
CTPYKTYpa BO MHOrOM cxofHa. 1o 0cOB6eHHOCTSIM pacnosnioXXeHns KNeTok, UX CTPYKType,
puTMy W HanpasneHuwo geneHnn MNAM o6blMHO NoApa3gensatoT Ha HECKONbKO 30H
[Gifford, Corson, 1971; Kerstetter, Hake, 1997], rpaHuubl mexagy KOTopbiMM MOTyT ObiTb
He4yeTkMMK. Tak, BblAENAT UeHTpanbHyto 30Hy (L3, nnu obpasoBaTenbHbIN LEHTP,
OL), cocTosiwyo 13 KpynHbIX KNeToK C AOCTAaTOYHO KPYMHbLIMU BaKyonsiMu, KOTOpble
aensartca pexe, vyem npoyune knetkn NAM. OCHOBHbIM HasHadeHnem 3Ton obnactu
cuuTalT noadepXaHne mMaccmBa HeeTEPMUHUPOBAHHbLIX KNETOK N0 Mepe BOBMeYeHUs
nocnegHux B MopcoreHes fiMcToBbIX NPUMOPAMEB uUnu nobera.

MopdoreHeTnyeckas (cnaHroBaa wunu, uvawe, nepudpepudeckas, [13) 30Ha
COCTOMT Wn3 0Oonee Menkux KneTok, Ana  KOTOPbIX XapakTepHbl MeHbluas
BaKyOnsipu3oBaHHOCTb M Bornee WHTeHcuBHble OerneHus. B aTonm 30He npoucxoasat
nepsble AeneHus, npuBoAsLmne K (ooOpMMPOBAHUIO NaTeparnbHbIX OPraHoB - B MEPBYHO
oyepenb, NMNCTLEB.

B ocHoBaHun 1AM pacnonoxeHbl KneTku Tak Ha3biBaeMOW KpaeBOW 30HbI (rib

zone), Onsi KOTOPbIX XapaKTepHbl [OCTAaTOYHO ObicTpble nOeneHus. Ewe Huxke
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(basuneTanbHee) BbIAENAOT TaK Ha3blBAEMYK 30HY CO3peBaHusl, B KOTOPOW
npoucxogut anddepeHunpoBka TkaHen nobera M akTUBHOE AeNneHuMe npumMopauves

naTeparnbHbIX OPraHoB.

LUeHTpanbHanA

¢naHroBas
TYHMKa

obpas3oBaTenbHbIN
LeHTp

KpaeBas 30Ha

narepanbHblii NpUMopAUNA

Puc. 3. 3oHanbHas cTpykTypa NAM y BbICLUMX pacTEHUN.

Ewe ogHon ocobeHHocTbio MMAM y BbICWUMX pacTEHUW crieQyeT cyYUTaTb BbICOKO
KOHCEpPBATUBHYIO  CTPYKTYpY, COCTOSIlLYyHO M3  Habopa  KMeTOYHbIX  CIOEeB.
HenocpeactBeHHO Ha noBepxHocTu AM BbigensatoT HECKONbKO (A0 5, B HEKOTOPbIX
TakcoHax Oonblle) CrnoeB TakK Ha3blBAEMOW TYHUKW, KMAETKW KOTOPOW [enaTcs
NPenMyLLLECTBEHHO aHTUKINMHaNbHO. B yacTHOM reHeTuke passutusa A. thaliana, ons
KOTOPOro XapakTepHbl 3 Cnosi TYHWKW, 3T cnou obosHadawT L1, L2 n L3 (oT aHrn.
«layer» - cnown), HauMHass Hymepauuio OT MOBEPXHOCTWU. [lof TYHMKOM pPaCnoSIOXKeH
KOpMyC, KNeTKN KOTOPOro AEensiTCH B OCHOBHOM MepuKnuMHanbHO. OTMeYeHHasa yxe B
Knaccuyeckux aHaTommudeckmx pabotax 3oHanbHocTb [MTAM umeeT onpeaeneHHbln
YHKUMOHANbHbIN XapakTep. Tak, B pasHbIX CNOSX U 30HAX aKTUBHOCTb TEX UMW UHbIX
KNYeBbIX rEHOB HeoauHakoBa, pasHble obnactu NAM umeroT pasnuyHble npodunm
aKcnpeccuu, n B LenoM  CcywecTtByeT  CKOOpPAMHMPOBaHHAasS cuctema,
JYHKLUNOHUPOBaHNE KOTOPOW onpeaenseT MopgoreHes pacTeHNs B LIeNTIOM.

CyuiectBeHHasa KOHCepBaTMBHOCTb CTPYKTYpbl U  YHKUMOHUpoBaHua 1AM B
pasnUYHbIX rpynnax pacTeHu CoYeTarTCa C CyLeCcTBOBaHMEM OnpeaeneHHoro Ymcna
TakcoHocneumunyHbix mogmudukaumn 6azoBorn cxembl. Takne mogmdumkaumm npmBoaaTt
K 3HauMTenbHOMYy pa3Hoobpasunio COoLBETUN, CTPYKTYpbl U MeTamopdo3oB nobera.
N3y4eHntio ocobeHHOCTEN TeHEeTU4ecKoro KOHTpons aktusHoctu [MTAM y ropoxa -

MO[EeNbHOIro 0ObEKTa CO CIOXHbIM COLIBETMEM - NOCBSILLIEHa HacTosWwasa paboTa.
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1.3. FeHeTnYeckun KOHTPOSfIb  aKTUBHOCTU  anuKaribHOMU
MepuctemMbl nobera y pesyxosuaku Tana (Arabidopsis thaliana (L.)
Heynh.)

OCcoBeHHOCTU  TEeHEeTUYEeCcKOro  KOHTpona  OYHKUMOHMpOBaHUS  noberoBomn
anukanoHon mepuctembl (MAM) Hanbonee MONMHO M3y4veHbl Yy MOAENbHOro obbekTa
coBpeMeHHon Buonornn passutua - Arabidopsis thaliana (L.) Heynh. (Brassicaceae)
[Hanpumep, Medford et al., 1992; Sharma et al., 2003; Williams, Fletcher, 2005].
AktnBHOCTb [MAM y BbICLUMX pacTeHM MOXeT OblTb npeacTaBneHa B Buae Habopa
OCHOBHbIX PYHKLUUI NI MOAYCOB:

e  WHuuymaumsa

e [lponudepaums

o CoxpaHeHue HeanddepeHUMPOBaHHOIO COCTOSAHUSA

¢ [logaepxaHne NOCTOSAHHbLIX O6beMa 1 COOTHOLLEHUS MeXAy 30HaMu
e  ®dopmupoBaHue naTepanbHbIX NPON3BOAHbIX

Kaxgblh 13 9TMX MOAYCOB HaxXOAWUTCA MOL KOHTPOMeM 3Ha4yuMTernbHOro 4ucra
(akTOpOB: aKTMBHOCTM M B3aUMOOEWCTBUS FEHOB, FOPMOHarbHOro doHa, BAUSHUSA
BHELLHMX YCIOBUW. [[€HETUYECKNN KOHTPOSIb aKTUBHOCTM ObpasoBaTesfibHbIX TKaHen Yy
BbICLUMX PACTEHUI OCYLLECTBISAOT B OCHOBHOM r€Hbl, KOAUPYOLLNE TPaHCKPUMNLNOHHbIE
drakTopbl. OTU TEeHbl, Kak NpaBuIio, UMEKT BbICOKOE WepapXmMyecKkoe MOoSioXKeHne B
CUCTEME KOHTPONSA pasBMTMSA TOMO UIM MHOIO NPU3HaKa, a MyTauMuM B HUX NPUMBOOAT K
HapyLLEeHNsM B pasBUTUN, 3a4acTyto NENOTPOMHbIM.

Y BCEX BbICLUMX AyKapnoT 0CcoB0Ee 3HAYEHNE MMEIOT TaK Ha3blBAEMbIE TOMEAOMEH-
cogepxawme pakTopbl TpaHcKkpunuuu. Ot Genknm  KoaMpyrTcsa  romeoboKc-
cogepXawmmm reHamu; cobCcTBEHHO romeobokc cocTomnT npmbnuantenoHo n3 180 nap
HYKNeoTMaoB, OH KoaupyeT 6enkoBblin JOMEH AnvHOM B 60 aMWMHOKMCNOT, KOTOPbIN
MoxeT cBaAsbiBaTbh [JHK. [omMeonomeH cogepXuT CTPYKTYpYy «crnvpanb-netns-cnvpansy»
(helix-loop-helix), B koTOpOM TpWU a-cnvpanu coeauvHeHbl KOPOTKMMU HecnupanbHbIMN
ydyactkamu. [1Be Gonee KOpoOTKME O-Cnupanu, pacnonoxeHHble 6nvke K N-KOHUY,
aHTUnapannenbHbl, a TPeTbsa a-cnupanb, bonee anvHHaga 1 pacnnoxeHHasa onuxe k C-
KOHUY, TMNPUMEPHO MeprneHaukynspHa ocaM  ABYX MNEpBblX; MMEHHO  OHa
HenocpeacTBeHHO cBsa3biBaeTcs ¢ [AHK.

AKTUBHOCTb OBpasoBaTesfibHbIX TKaHEW pPacTeHUN MPENMYLLECTBEHHO HaXOAWUTCS

nog KOHTPOSIEM TPaHCKPUMUMOHHBIX (hakTopoB obwwmnpHoro cemenctea TALE (Three

26



Amino acid Loop Extension), npegcraButenu KOTOporo cogepxaTr  Tpwu
AOMNOSTHUTENbHBIE aMUHOKUCIIOThI MEXAy ABYMS CNMpansMy KaHOHMYECKOW CTPYKTYPbI
romeogomeHa [Burglin, 1997]. B cBoto o4vepeab, 3T0O CEMEWCTBO BkNoYaeT B ceba
yeTblpe nogcemenctea: KNOX, WOX, HD-ZIP n BELL [Scofield, Murray, 2006]. Huxe
OyayT pacCcMOTpPEHbl KMYeBbLIE MEeHbl, KOAMPYOLWME BXogsdwme B 3TU rpynnbl 6enku,
NPUMEHUTENBHO K NX Y4aCTUIO B KOHTPOJIE BbILLEYNOMSAHYTbIX KOMMOHEHTOB aKTUBHOCTM
MAM vy A. thaliana.

1.3.1. UHMumauma anmkanbHOM mepuctemMbl nobera

OpHvM 13 Hanbonee BaxHbIX ANSA 3aKnagkv U ganbHenwero yHKLMOHMPOBAHNSA
NMAM reHoB saBnsetca SHOOT MERISTEMLESS (STM). 3ToT reH BxoguT B
nogcemencteso KNOX; ero akcrpeccuss oTMe4yaetca y 3MOpPUOHOB elwe Ao
dopmMmpoBaHua cemMsaonen. HapylweHna B akTMBHOCTU 3TOrO reHa NpuBOLAT K TOMY,
yto 1AM He dopmupyetca [Barton, Poethig, 1993]. Kak cnegcrtsue, cemagonu
NPOPOCTKOB OKa3bIBAOTCH CPOCLLUMMUCS KpasiMu - Takne NpOpPOCTKM XOPOLLUO U3BECTHbI B
TepaTonorMyeckon nutepatype nog HasBaHvem «acumguanbHbix» [ATabekoa, 1957].
Tem He MeHee, y MyTaHTOB C bornee «MArkMmM» NposiBfieHneM pasBuBakTCA SICTbSA U, B
HEKOTOpPbIX Crnyyasx, CunbHO obefHEeHHble UBeTOHOCHl. LiBeTkn pasBmBaroTCca CO
3HaYUTENBbHLIMU HAPYLUEHUAMU: YACIIO OPraHOB YMEHbLUEHO, NIOAONNCTUKN OBbIYHO He
3akrnagbliBaroTcs.

pynny reHoB, yyacTBywWux B 3oHuMpoBaHuuM [1AM, npeactaensetr cobon
cemenctBo CUP-SHAPED COTYLEDON (CUC1, 2 n 3) [Aida et al., 1997; Takada et
al., 2001]. N3y4yeHMe CTPYKTypbl 3TUX FEHOB MOKa3blBAET, YTO OHW KOAMPYIOT TakK
HasbiBaemble NAC-gomeH-cogepxalime TPpaHCKPUNUMOHHbIE (akTopbl. Y AOBOMHbIX
mMyTaHToB cuc? cuc2 TTAM He copmupyeTcs, a cemMagonu MnOSIHOCTb CcnnuTbl. Y
OOMHOYHbIX MYTAHTOB CEMSAOO0NMW, KaK NpaBumo, CrAvTbl MWWb OTYacCTW; CIMSHUe
opraHoB Habntogaetca u B uBeTke. [lomonor reHoB CUC-cemencTea onucaH y fbBMHOIO
3eBa un nony4un HassaHue CUPULIFORMIS (CUP) [Weir et al., 2004]. Y myTaHTOB cup
TaKke NpoucxoauT «acumamanbHoe» cpacTaHue cemsgonen, AM rnaBHoro nobera He
dopmMuMpyeTCcH, U POCT BO3MOXEH 3a cyeT 6okoBbIX noberos. NocnegHne okasbiBaTCA
CUNbHO (pacuunpoBaHHbIMU; TEHAEHUMA K cpacTaHuo HabnwgaetTca y JUMCTbeB,
OpraHoB LBETKa U Aaxe ceMs3a4aTKOB.

HanbHenwee yHkumoHmpoaHue NAM npekpaljaeTcs npakTU4eckn cpasdy nocne
nHUUMaummn y mytantoB no reHy PINHEAD (PNH, cuHoHum ZWILLE) [Moussian et al.,

1998; Lynn et al., 1999]. Xota B ambpuoreHe3e y MyTaHTOB pnh oTmMevaeTcs
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akcnpeccua STM, BmecTo nobera y NpopoCTKOB pa3BMBAETCA LUMIOBUAHbBIA OTPOCTOK C
orpaHu4eHHbIM pocToM. Kak npaBuno, OTCYTCTBYIOT NasyLUHble MOYKW; MHOrga, ecnu
LBETOHOC pa3BMBaeTCs, OTMeYaeTca hacumaums n yBenudeHne yucna nnogonmncTmkos
B uBeTKe. [leHeTpaHTHOCTb MO BCEM aHOMasibHbIM MPOSBEHUSM MNPU3HAKOB
coctaBnset meHee 100%. lMpoaykTom reHa SBNSIETCA TPAHCKPUMNLMOHHBLIAN hbakTop.
Okcnpeccusa reHa PNH oTmeyaeTcda BO BCEX OpraHax U B LENOM MNpuypoyeHa K
9MOpPUOHanbHBIM TKAHAM M MeCTaM 3anoXeHus MPOBOAALLEN CUCTEMbI, B JIUCTbAX
MapkupyeT agakcuanbHy noBepxHocTb. Tak, K. Lynn ¢ coastopamu [1999]
NOCTYNNPYIOT 3HAYUTENbHYKD pPONb 3TOro reHa B uHuumnaumm NAM; B. Moussian ¢
coaBTopamu [1998] cBA3bLIBAlOT aKTUBHOCTb 3TOMO reHa C Nepexogom  oT

aMOBpUOHanbLHOro MopdoreHesa K opMUMPOBaHUIO NaTepanbHbIX OPraHoB.

1.3.2. TloppepxaHue nponudepaTMBHON  aKTMBHOCTU  anuKarbHOW
MepucTeMbl

OgHuUM 13 KMYeBbIX acnekToB MopdoreHesa sBnseTca nogaepxanuve MNAM B
aKTMBHOM COCTOSIHUM (6e3 o6pas3oBaHWsi TePMMHAmNbHbIX OPraHoOB) Ha MPOTSKEHUN
onpegeneHHoro nepuvoga w/wvnn nepexoa K ANdEEPEHUMPOBKE Ha onpeaeneHHOn
ctragun. Y Arabidopsis thaliana TIAM ocTaeTca HecneumanuM3npoBaHHOW B TEYEeHUe
BCEr0 XXM3HEHHOrO LMKIa u He OpMUPYET TEPMUHANbHbIX CTPYKTYP.

CoxpaHeHne  MepucTeMaTUYECKOro  COCTOSIHUMSA  KOHTponupyeTca  Tpems
n3BecTHbiMU reHamn - TERMINAL FLOWER1 (TFL1) [Shannon, Meeks-Wagner, 1993],
TERMINAL FLOWERZ2 (TFLZ2) [Larsson et al., 1998] n BRACTEA (BRA) [ExoBa,
MeHuH, 2001; MNeHnH n gp., 2005]. NMAM MyTaHTOB MO 3TUM reHam TpaHcopMupyeTca
B (brioparnbHyl0 MepUCTeMy, AaBas Hayano TepMuMHanbHOMY LIBETKY, T.€. pa3BMBaeTCH
3aKpbITOE couBeTMEe. Y MYTaHTOB C HapyLlleHMeM 3Ton PYHKLMK Takke PopMupytoTCs
6pakteu [[NeHnH, Byaaes, 2006].

fomonor reHa TFL1 onucaH Takke y OpYyroro MOAeNibHOro obbekra - fbBMHOrO
3eBa (Antirrhinum majus L., cem. Scrophulariaceae) n HasBaH CENTRORADIALIS
(CEN). Y mMyTaHTOB cCen pasBMBaeTCA TepMWUHalrbHbIN paananbHO-CUMMETPUYHBIN

uBeTok [Bradley et al., 1996].
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1.3.3. NMopaepxaHne NOCTOAHHOro o6 bLemMa anmkanbHON MepucTeMbl nobera

1.3.3.1. HeczamueHas peacynayus akmusHocmu 2eHa WUSCHEL

MoctosiHHble pa3mepbl MAM, HeobxoauMmble NSt OCYLLECTBREHMS HOPManbHOro
(TnnyHOro OnNa QdaHHOro TakCoOHa WNU Ans OaHHOW OHTOreHeTU4YecKom cTaguu)
opraHoreHesa, NoAAEepPXMBAIOTCA 3a CYET LEenoro psiaa perynsatopHbiX MeXaHU3MOB.
XOTH HapyLleHus 3TOn cucTeMbl (Hanpumep, dacumnaymns) BO3HUKAT Yy OPM, HECYLLIMX
MyTauum no pasfnuYHbiM reHam, UerbHOW KapTUHblI FEeHEeTUYEeCKOro KOHTPOMHA 3TOro
moayca aktmeHocTtu NMAM HeT. Hambonee xopolwo ndyyeHa otpuuaTtenbHas obpaTHas
cBa3b mexgy reHom WUSCHEL (WUS) ©n  MHOMOYMMCAEHHBIMM  HEraTMBHbIMU
perynaropamMmm ero 3KCnpeccuu, Cpeam KOTopbiX nepBoodepenHasi posib NPpUHAaNexuT
rpynne reHoB CLAVATA (CLV).

leH WUS <cBaA3aH C COXpaHEHMEM  MEPUCTEMATUYECKOr0  COCTOSIHUSA
onpegeneHHon obnactn [MAM. MyTaHTbl Wwus XapakTepusylTcs OTCYyTCTBUEM
HOpManbHOro pocTta: dopMMpoBaHne noberoB NpoucxoauT U3  nartepanbHbIX
mMepucTemM, B TO Bpems kak AM rnaBHoro nobera octaetca HeaktmBHom [Laux et al.,
1996]. LiBeTkn pasBMBalOTCA C MEHbLUMM YMCIIOM OpPraHoB, YeM Yy pacTeHU AUKOro
TMna, rMHeuen 4vacTto He chopmupyeTcsa. B npountnpoBaHHom paboTte, NOCBSALEHHOMN
onucaHuio heHoTuna MyTaHTa Wus U ABOMHbIX MyTaHTOB NO psigy reHoB dhnoparnbHOro
mMopdooreHesa, ObIno BbIABUHYTO NPEANONIOKEHNE, YTO OCHOBHas dyHKumnsa reHa WUS
3akrnoyaeTca B (popmMmMpoBaHMM 1 nogaepXXaHun B aKTUBHOM COCTOSIHUM LieHTparibHOM
obnactn MepucTemMbl OCEBbIX OPraHoB.

Bonee pgetanbHo ponb reHa WUS 6bina onpegeneHa Mayer ¢ coasT. [1998].
YcTaHoBNeHHas nocnegoBaTtenbHOCTb reHa WUS npeanonoXxutenbHO Kogupyet
romeogomMeH-cogepxawmm 6enok ¢ obwen anuHon 291 AK. Hanbonblas akTMBHOCTb
npomotopa WUS, BbisiBfieHHasi C UCMNOJSIb30BaHNEM PErnOpPTEPHON KOHCTPYKUMK, Bbina
OTMeYeHa B g4pe, YTO CBMAETENLCTBYET B MNONb3y rMnoTesbl 0 yHKUMM 3Toro 6enka B
COCTaBe TPaHCKPUMUMOHHOIO Komnnekca. JliobonbiTHO, 4TO 3kcnpeccusa reHa WUS
OoTMeYaeTcs B 3MOpMOHaxX MyTaHTOB Stm (XOTS M ucye3aeT Yy MNPOPOCTKOB); TaKUM
obpasom, aktmBHoCcTb reHoB WUS n STM ocywectBndaetca He3asucumo [Mayer et al.,
1998].

Npynna CLAVATA (CLV, clavata - nat. «bGynaBoBugHbI») obpaszoBaHa Tpems
reHamm - cooTBeTcTBeHHO CLV1, CLV2 wn CLV3. Y wmyTaHTOB clv npoucxoaut
HEeKOHTponmpyemoe paspactaHuve NMAM B ogHOM NNOCKOCTU (NUHenHas hacumaums) mn
OTMEYalTCA HapyLUeHUst B CTPYKType UBeTKa. Tak, MpoucCXoauT yBenuveHue 4ucna

opraHoB B npefenax kpyroB. HaubGonee 3HauMTenbHbIM M3MEHEHUSIM NoABepraeTcs
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rMHeuen, B pesynbTate 4Yero hopMUpPYyeTCHa XapakTepHbin «bynaBoBWAOHbLIN» NSO4 C
yBEMWYEHHbIM YMCNOM NIIOAONUCTUKOB, YTO M Aano Ha3BaHWe CeMencTBy reHoB. B
GonbWMHCTBE CriyvyaeB 3aknagblBaeTCcsa AOMOMHUTENbHbIA KPYr MNAOAONIMCTMKOB, Kak Obl
BNoXeHHbIM B yxe cywecteytowmn [Clark et al., 1993]. B ueHTpansHon 4actn useTtka
coxpaHsaTcs HeanddepeHUMPOBaHHbIE KNETKN.

BenkoBbin nNpoaykt reHa CLV3 npeactaesnsetr cobon Hebonbluon nonunenTtug,
HanbonbLuee KONUMYeCTBO KOTOPOro OBHApY>XMBAETCA B MEXKNETOYHOM MPOCTPAHCTBE.
70T 6enok aBnseTcsa nuraHgom ans peuentopHon cuctembl CLV1-CLV2. Ero cuHTes
NPOUCXOAMT B MOBEPXHOCTHLIX criosix NMAM; murpupys Kk obpasoBaTefnibHOMY LIEHTPY, OH
HeobpaTMO CBA3bIBAETCHA C peLenTtopaMu, B pesyrnbTaTe Yero 3anyckaeTCa KMHa3HbIN
Kackag, a AganbHenwee npoaswkeHne aswxkenne CLV3 GnokupyeTca peuentopom
[Lenhard, Laux, 2003]. MN3bbiTouHasa akcnpeccus (B npouuTMpoBaHHOM paboTte Obin
MCMNONb30BaH KOHCTUTYTUBHbIN npomoTop) CLV3 npuMBOANT K YMEHbLLUEHUIO YPOBHS
akcnpeccun WUS, 4to npmBoauT K pasButuio oeHoTmna, CXO4HOro ¢ MyTaHTaMun WuS
[Tam xe].

B uenom deHoTUN MyTaHTOB c/v2 CXOX C (PEHOTMMOM MYTAHTOB MO OCTasSIbHbIM
reHam rpynnbl CLAVATA, Ho B uenom bonee «Msrkuny», pacumaumnsa nodera obbI4HO He
BblpaxkeHa [Kayes, Clark, 1998]. benkoBbin npoaykT reHa CLV2 npeacrtaensieT cobon
TpaHCcMeMOpaHHbIM  peuenTop-nogobHbin  6enok  (receptor-like  protein, RLP),
CTPYKTYpHO pocTtatodHo cxoxun ¢ CLV1 [Jeong et al., 1999]. B ero coctaB Takxe
BXOOAT TPaHCMEMOpPaHHbIN N BHEKNETOYHbIN AOMEHbI; MOCNEOHUN COCTOUT U3 NENLUH-
oborawueHHbIx nosTopoB (leucine-rich repeat, LRR), 4to MoxeT cBnaeTenscTBoBaTb O
€ro peuenTopHoun pyHKuMK. B TO e Bpems BHYTPMKNETOUYHbIN AoMeH CLV2 oveHb man
MW eaBa NN MOXET WMEeTb CaMOCTOATENbHYIO KWHA3HYH aKTUBHOCTb, MPUCYLLYHO,
Hanpumep, CLV1. HekoTopble pesynbTaTbl aHanu3a CTPyKTypbl ©enka, npoBeAeHHble
S. Jeong c coasTopamu [1999] (Hanuymne B onpedeneHHbIX panoHax NenTUaHOM Lenu
cnocobHoro kK obpasoBaHuio OUCYNbMUAHBIX MOCTUKOB UWUCTEWHa, pasHuua pH
npeanonaraemblx obnacten KoHTakTa), 4alOT OCHOBAHWUS NPEeanosioXUTb, YTO Benku
CLV1 n CLV2 copmupytoT B KneTke reTepoaMMepHbIn Komnriekc. B nonb3y aTon
rmnoTesbl CBUAETENbCTBYET O4YeHb HU3Koe coaepxaHne 6Genka CLV1 B TKaHsx
MYTaHTOB clv2 X0TSa ypoBeHb akcnpeccun CLV7T B HUX HE U3MEHEH. Takne M3MeHeHus
MOryT O3HauvaTb npexaeBpemeHHyto gerpagaumo CLV1 B oTcyTcTBME BTOPOro BaXKHOMoO
KOMMOHEHTa akTuBHoro 6enkoBoro komnnekca. JliobonbiTHo, 4to 6enok CLV1 y
MYTaHTOB clv2 COXpaHSeTCAa B COCTaBe HETUMUYHOro KOMMJSieKca C MONEeKynspHom

maccon okorno 600 k[a, 4TO, BEPOATHO, YyKasblBAeT Ha Hanuume arnbTepHaTUBHbIX
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(CLV2-He3aBMCUMbIX) perynsatopHbix nyten ¢ yydactmem CLV1. 310 Mmorno 6ol
00bsacHUTL Bonee «MArkMny eHoTun MyTaHToB clv2 no cpaBHeHuto ¢ clvl un clv3
[Jeong et al., 1999].

B xoge akcnepumeHToB, onuncaHHbiXx S.E. Clark ¢ coaBTopamu [1996], noka3saHo,
4YTO reHbl CLV BbINONHAKT NPOTMBOMOMOXHYK MO OTHOWEHU K STM cyHKuuio, T.€.
STM viHnuumnpyet oopmmupoBaHue mepuctembl, a CLV nogaenstoT ee nponmdepaumio.
Y OBOWHbIX MyTaHTOB clv1 stm n clv3 stm oTmedanocb 4acTU4YHOE BOCCTaHOBIIEHME
dyHkummn MAM: mepuctema 3aknagbiBanacb Ha 0Oonee nO3dHUX CcTagusax, Yem y
HOpMarsbHbIX pacTeHur, U nponudepupoBana HOpPMarnbHO, B HEKOTOPbIX Cry4Yasx
CTaHoBACb (pacuumupoBaHHon. OT4yacTM BOCCTaHaBNMBanacb W CTPYKTypa LUBeTKa:
3aknagblBanucb NAo40SIMCTMKN, KOTOpPble B HOPME AN pacTeHun Stm HexapaKTepHbl
[Clark et al., 1996].

leH CLV3 ydvactByeT Takke B anbtepHatmBHom (CLV17-He3aBUCMMOM) MyTU
nogaenexms aktmeHoctn WUS. Peuentop-nogobHas kmHaza CORYNE (CRN) moxeTt
cnyxuTtb peuentopom CLV3 u obGpasyetr komnnekc ¢ CLV2 [Miller et al., 2008].
Ctpyktypa 6enka CRN cxogHa ¢ TakoBOW Mnpounx peuenTtop-nofobHbix 6enkoB, HO
BHEKNETOYHbIA (COBCTBEHHO peuenTopHbIM) AoMeH oTcyTtcTByeT; y CLV2, HanpoTus,
OTCYTCTBYET UUTOMNNA3MaTUYECKMA KMHA3HbIA OOMEeH (CcMm. Bbiwe). MyTtaHT c¢mn
PEHOTMMMYECKM CXOX C MyTaHTamu clv, oTmevarTcsa dacumaums nobera, yBenmyeHue
yncna opraHoB B LBeTke. CTpykTypa reHa u ero npogykta, Kak M OCOBEHHOCTU
9KCMpeccun u NocrneacTBuA CBEPXIKCMPECCUN Y TPaAHCrEHHbIX PaCTEHWUW, W3Y4eHbl
aocTtaToyHo aetanbHo [Muller et al., 2008].

Optonorn reHoB cemenctea CLV Obinv onmcaHbl y LENOro psiga pacTeHun,
Bkntoyasa 6o6oBble: cosa [Yamamoto et al., 2000; Searle et al., 2003], ropox [KoHoBanos,
2006], kykypysa [Taguchi-Shiobara et al., 2001] n HekoTopble KynbTypHble OPMbI
KpectouBeTHbix [MaptbiHOB ©n  gp., 2004]. Heobxogumo OTMETUTb, 4TO
YHKUNOHanNbHass roMonorns (CoxpaHeHne ponu B perynsaumm aktmHoctn AM) 6bina
NoATBEPXAEHA He ONSA BCeX nepedncrnieHHbix obbekToB. Kak yxe Oblno oTmeveHo
Bble, peuenTtop-nogobHble  knHasbl  (RLK) npeactaeBnsiT  cobo  O4yeHb
pacnpoCTpaHEeHHbI KOMMOHEHT CUrHarbHbIX CUCTEM pacTEHUIN U NPUHUMALOT yYyacTue B
caMbIX pasnu4yHbIX npoueccax - Hanpumep, B OPMUPOBAHUM PENPOLYKTUBHbBIX
opraHoB, Kak reHbl cemenctea BARELY ANY MERISTEM (BAM) [Hord et al., 2006].

Cynpeccopom myTtauum clv1, clv2 v clv3 aensaetca reH POLTERGEIST (POL) [Yu
et al., 2000], He wvmMewWNN CaAMOCTOATENLHOIO (EHOTUMNYECKOro MNpPosBMEHUs. Y

OBOWMHbIX MYTAHTOB clv pol nponcxoauT orpaHnYeHmne paspacrtaHna mepmuctem nobdera m
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LBeTKa; Npu 3TOM BIMSHUE oKasblBaeTcs cneunduyeckum. Tak, y mytaHToB pol ag (y
MYT@HTOB agamous TaKke pasBMBalOTCA LUBETKM C M3ObITOYHbIM YUCIIOM OpPraHoB)
BOCCTAHOBMNEHNS [OUKOrO Tuna He npoucxoaut. Takum obpasom, POL asnaetca
cuHepructom WUS, 4to Takke nogTeBepxaaeTcs aHanm3oMm QeHoTuna [OBOWHbIX
MyTaHToB. B 1O e Bpema POL n STM, BeposTHO, (DYHKLNOHUPYIOT B HE3ABUCUMBbIX
NyTAX reHeTudeckoro KoHTpons aktuBHocTu [MAM. CTpykTypa u npegnonaraemblii
6enkosbi npoaykt POL HensBecTHbI [Yu et al., 2000].

BaxHbiMn onga HeraTuBHOW perynsauum akcnpeccun WUS Takke npencrtaBnsaTCs
reHbl cemenctea FASCIATA (FAS1, FAS2) [Kaya et al., 2001]. ¥ mytaHTOB fas
HapyLLleH1si NPOUCXOAAT Npu pasBuUTMM K nobera (dacumaums, ytpaTa YeTKOW rpaHunLbl
30H), U KOPHSA (YyKOpoYeHue, HapyLieHus anddepeHUMpoBKM), YTO CBMAETENBbCTBYET 06
ydyactun FAS-reHoB B perynauun mopdoreHesa anukarnbHblX Mepuctem oboux TUMnoB
oceBbIX opraHoB. MogobHoe 3aknoyeHne NnoaTBepPXAaeTCa U aHanU3oM 3KCNpeccum y
MYTaHTOB ABYX KMOYEBbIX MapKepPHbIX FEHOB anukanbHbIX MepucTeM nobera n KopHs -
WUS n SCR (SCARECROW, Takxe CM. HWXe) cooTBeTCTBEHHO. Tak, B [TAM myTaHTOB
fas npoucxoaut nosblweHns ypoBHsS akcnpeccun WUS, a B AM KOpHA OoTMevaroTcs
pa3HoobpasHble HapyLeHus obnacTtu akcnpeccum SCR, T.e. 9KTONMYecKas aKcnpeccus.
OMOpuoreHes y MyTaHTOB NpoTekaeT 6e3 BManmbix HapyweHun. benkn FAS1 n FAS2
npencraBnsAT cobon ase cybveamHuubl (M3 Tpex) daktopa opraHusaumMm XxpoMaTuHa
(Chromatin Assembly Factor-1, CAF-1), yXe nssectHoro ans 4yenoBseka v Apo3odusibl.
lNpeackasaHHble aMWHOKUCIIOTHbIE nocnegoBaTenbHocTn 6enkoB FAS1 u FAS2
(MpoTsbkeHHOCTbo 815 1 487 aMMHOKMUCIIOTHBLIX OCTAaTKOB COOTBETCTBEHHO) coaepXaT
XapakTepHble PYHKUMOHAnNbHbIE 31EMEHTLI (HanpuMep, Tak HasbiBaembin KER-gOMeEH y
FAS1) n goctaTtoyHo KoHcepBaTuBHbI. H. Kaya ¢ coaBTopamun [2001] npegnonarator,
4YTO perynsatopHasa ponb reHoB FAS cBsidaHa C NPOCTPaHCTBEHHOW OpraHu3aumen u
komnaktuzaumen [OHK nocne TpaHcnaumu, B pesynbTaTe 4ero obecneuvvBaeTcs
HOpMarnbHbIA 3NUreHETUYECKNA CTaTyC KIKYEBbLIX FEHOB - (0aKTOPOB KOHTpONSA
MopdoreHesa.

HeoObluHbIM ana A. thaliana Tun dacumaumm otmedaeTcs y MyTaHToB mgouni un
mgoun2 (mgo1, mgoZ2; OT Ha3BaHus TrOpHOro maccmea). OOHOBPEMEHHO C
rpebHeBuagHbIM paspactaHmem [NAM HabnogaeTca yMeHbLUEHME 4Yncna NUCTLEB W
opraHoB uBeTka [Laufs et al., 1998]. lNoka3aHo, 4TO HapyweHus B cTpykType NAM y
MYTaHTOB mgoun1 NPOUCXOASAT yXe B xoae ambpuoreHese, B TO BpeMs Kak y mgoun2 -
Ha Gonee no3gHux ctagusax. Obnactb akcnpeccun STM y MyTaHTOB 3HAYUTESbHO

yBenuyeHa. Mo mHeHuto P. Laufs ¢ coastopammn [1998], reHbl MGOUN wurpatot
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KNKOYEBYIO pOnb B HeraTMBHOW perynaummn pasmepoB NMAM v 3aknagke nateparibHbIX
npyMopaves.

Ewe ogHMM HeratMBHbIM pPEryrisiTopoM pasmMepoB anukaribHOW MepucTeMb
asnsetca reH TONSOKU (TSK; cvHoHumbl BRU1, MGOUNS3) [Suzuki et al., 2004].
XapakTepHo OCOBEHHOCTbIO 9TOro reHa 4BMSETCH ero y4yactme B npoueccax
perynauun kak noberoBomn, Tak M KOPHEBOW anukanbHbIX MepucTeM. Y MyTaHTOB tsk
Habnogaetcs gacumaums nobera, ykopodeHne 1 pasaBoeHme rmaBHOro KopHs (oTcroga
HasBaHWe MyTauumn: tonsoku - SN. «KOMbITO»), YMEHbLUEHHbIM YUCIIOM OpraHoB B
uBeTke. [lokasaHo, 4TO akcnpeccua reHa WUS y myTaHTOB (Sk npuypoyeHa K
HECKONMbKMM LEeHTpam B npegenax yeenuyeHHon [1AM, a akcnpeccusa CLV3
ymeHblweHa. B To xe Bpemd, akcnpeccus wmapkepa SCARECROW (SCR),
XapakTepHoro ans nokosuwerocs ueHtpa kopHsa (ML, quiescent centre, QC), y myTaHTOB
OTCyTCTBYET. AHanmM3 CTPyKTypbl reHa TSK nokasan, 4To OH KogupyeT 6enok,
coctoawmn m3 1311 amuHokucnoT. B coctaBe npeanonaraemoro npogykta TSK
BblsiBNEHbI NnenuymH-oboraiwieHHble nosTopbl (LRR) 1 yeTbipe Tak HasbiBaeMbIX NENLUH-
rmuumH-acnaparnHosbix nostopa (LGN). Takas cTpykTypa npeanonoXuTenbHO MOXeT
OblTb cBA3aHa C 6Genok-0enkoBbIMW B3anMOAENCTBUMAMU. JKcnpeccus reHa TSK y
NPOPOCTKOB OTMEYaeTCA B KOPHAX M obwupHOM obnactn mexay Ccemsagonsmu,
BKIOYAIOLLEN UX OCHoBaHuA. benok TSK nokanuayetcs WCKMIOYUTENBHO B siApe W,
cornacHo ncxogHomy npegnonoxeHuto [Suzuki et al., 2004], cBa3aH co cneumduyeckomn
yknagkon 6enkos. B 6onee nosgHen pabote [Guyomarc’h et al., 2004] obcyxgaeTcs
cxoactBo 6enka MGO3 ¢ nssecTtHbiMM LGN-6enkamu, KoTopble Y XMBOTHbBIX Yy4acTBYHOT
B OnNpeaeneHun nosioXXeHnsa BepeTeHa geneHunsa. BepodatHo, ecnu dyHkums MGO3
CXOAHa, HapyweHns ynopsigoYeHHOCTU  KMNEeTOYHbIX  AefleHUA  MOryT  CIyXWTb
00BbACHEHNEM NNENOTPONHOrO NPOSIBIIEHNS MyTauuu.

OnpegeneHHylo ponb B OrpaHMYeHMM pasMepoB anukanbHOM K driopanbHOm
mepuctem urpaet reH PLURIPETALA (PLP) [Running et al., 2004]. MyTtaHTbl plp
XapaKTePU3YTCA BblpaXXeHHOW dacumaumen nobera, yBenMYeHMEM 4YMcna OpraHoB
uBeTKa, aHoMarnbHbIMM (POPMON N pasmMepamun anuaepmanbHbIX KIeTOK, 3aMeasiIeHHbIM
poctoM. MyTaHTbl Takke obnagarT MOHMKEHHOW YyBCTBUTENBHOCTBIO K 3K30reHHOW
abcumsoBon kucrnote. KaptmpoBaHne un aHanua CTpykTypbl reHa PLP nokasanu, 4To ero
NPOAYKTOM 4BRsieTCcs a-cybbeanHuua depmeHTa dapHesunTpaHcdepasbl, koTopas
TakKke BXOOUT B coCTaB (PEPMEHTHOro KOMMIeKca repaHunrepaHunTpaHcgepassl |
(6enok PFT/PGGT-la). OrtcytctBne atoro 6enka y MyTaHTOB Oblno  Takke

noaTBEepPXAEeHO MMMyHoMyopecLeHTbiIMn MeTodamu. Oba depmeHTa y4vacTBYyOT B
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BaXXHOM KITETOYHOM Mpouecce MPEeHUNMPOBaHUA: KOBANEHTHOM MPUCOeANHEHUN
NPeHunbLHOro pagukana (gapHesuna wnu repaHunrepanuna) k C-koHuy ©enkoBbIx
mornekyn. Takas mogudukaums nNpuBOAUT K accoumauum ©enkoB C BHYTPEHHEWN unu
BHELLUHEN MOBEPXHOCTbO MeMOpaHbl W/MNM BHEKNETOYHOW fokanu3aumm 60nbLoro
yucrna 6enkoB M JOCTAaTOYMHO KOHcepBaTMBHA AN Bcex aykapuot. K 6enkawm,
NoABEPXEHHbIM TakoMy npeobpa3oBaHMto, OTHOCUTCS, Hanpumep, obwmpHOe
cemenctso Ras, Bknwovawwee B ceba [Tod-ceasbiBawowme 6enkn pasnmyHomn
PYHKUMOHANBHON MPUHAANIEXHOCTU (NIMNONPOTEMHOBBLIE (PEPOMOHbLI, flaMUHbI U Ap.)
[Ziegelhoffer et al., 2000]. Jlto6onbiTHO, yTo M.P. Running ¢ coaBtopamu [2004]
paccMmaTpyBalOT MYTaHT plp Kak MepCrnekTUBHYH MoAenb ANs U3yveHus npouecca
NPEHUNNPOBAHUS, KOTOPbIN NPEeACTaBnseTCa Ype3Bbl4anHO BaXKHbIM B MOHMMaHWUU
3aKOHOMEpPHOCTEN npouecca ManurHu3aumm.

MpeHunupoBaHne OEnNKOB BaXHO ANA HOPManbHOMO MNPOTEKaHUs HEKOTOPbIX
MOpOreHeTUYeCckux MpoLeccoB Yy ropoxa. Tak, pasBuTMe nnoga nocrne
ONSIOAOTBOPEHNS CBA3AHO C aKTUBHOCTbIO ABYX reHoB, GIC4 w GIC19, npogykTbl
KOTOpbIX BOBMeYeHbl B MeTabonimam rubbepenniMHoB 1 HyXOarTCca B NPEeHUIMpoBaHNn
ana aktueaumm [Rodriquez-Concepcion et al., 2001].

HapyweHune TOro e npouecca Habnwogaetca n 'y mytaHtoB A. thaliana no reny
ENHANCED RESPONSE TO ABSCISIC ACID1 (ERA1, cuHoHnum WIGGUM, WIG)
[Ziegelhoffer et al., 2000]. eH ERA1 Kogupyert B-cybbegmHuLy
dapHesunTpaHcdepasbl. MyTaHTbl  eral  MMeT  xapakTepHbln  PeHOTUN:
hacummpoBaHHbIi  nober,  OOMNOMHUTENbHbIE OpraHbl B UBETKe  (3a4yacTtyto
HEenpaBUIIbHOrO CTPOEHUS), 3aMeAnieHHOe pa3BUTUE, HU3KYID BCXOXECTb [Tam Xe].
MpumeyaTenbHa Takke rMNepyYyBCTBUTENBHOCTb K 9K30reHHon abcuu3oBOW KUCMOTE,
AaslUas HasBaHne MmyTauuun. M3ydyeHne akcnpeccum aToro reHa Metogom rubpugmsaumm
in situ nokasano, 4to MPHK ERA1 obHapyXnBaeTcsa nNpakTM4eCKn BO BCEX OpraHax Ha
PasnNUYHbIX CTaguaX pPasBUTULA, YTO, BEPOHATHO, MOXET CHYXXUTb OOMNONHUTENbHbLIM
CBMAETEeNbCTBOM B MOMb3y BaXHOCTU Mpouecca NpeHUnnMpoBaHUs ANs HOpMaribHOro
NpOTEKAHNA OHTOreHesa.

Yuactne manbix PHK, koTopbiM npugaetcs Oonblioe 3HayeHne B npoLueccax
perynauun y pacTeHun, B KOHTpone aktuBHoctu NMAM Ttakke Obino nokasaHo npwu
N3ydeHnn Lenoro psaa opm, cpeam KOTopbIX MHTEPEC B pamKax HacToswen paboTbl
npencraBndeT acunMnpoBaHHbIN MyTaHT jabba-1D (jba-1D) [Williams et al., 2005].
Momumo dpacumnaumm nobera y pacteHun jba-1D oTmevyaeTca OpMMPOBaAHUNE

pagnanbHO-CUMMETPUYHBIX JIMCTbEB N aHOMaJribHOro rmHeued; Mytaumnda OOMUHAHTHA.
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Okcnpeccns WUS y MyTaHTOB Bbille, 4YeM Yy pacTeHWn [UKOro Tuna, WHorga
NpUypoYeHa K HECKOMNbKUM LieHTpaM. [1oCcTynnpoBaHo, YTO BECb KOMMIEKC HapyLUEHWI
y MyTaHTa CBfi3aH C YBerM4eHWeM YpPOBHSA 3Kcnpeccun reHa miR166g, KoTopbin
koaunpyeT manyto perynatopHyto PHK.

Takum 06pas3oMm, BO3MOXHbl HECKONbKO MEXaHU3MOB perynsumm YpOBHS
akcnpeccun reHa WUS: nytem orpaHuMyeHMa 4ucna  KNeToK, B KOTOPbIX
akcnpeccupyetcs 3ToT reH (CLV-3aBUCMMBIA MYyTb) UMM Kak CrneacTtBue U3MeHeHus
aKTUBHOCTM TpaHckpunuum (onocpepoBaHHo 4epe3 manble PHK). AnbTepHaTuBHbIN
(Mnn, TOYHee, OONOMNHUTENbBHBIN) MYTb OCYLWECTBNEHNS HEraTUBHOW perynauumn cBasaH
c 6enkamu, BOBMNEYEHHbIMM B OpraHM3aumio xpoMatnHa n donaunHr (cemencteso FAS,
TSK). ®eHoTunbl MyTaHTOB C HapyLLEHUAMM HeraTuBHon perynauumn akcnpeccumn WUS,
O[HAKO, CXOXW BHE 3aBUCMMOCTU OT TUNa MexaHu3ama.

CpaBHuTENBLHO HegaBHO onncaH reH AtFAS4, n3bbiTouHasa aKCnNpeccus KOTOPoro B
cocTaBe reHHOMHXXEHEPHOW KOHCTPYKLMM NPUBOAUT K BblpaXeHHOW dhacumaumm nobera
[Pogorelko et al., 2008]. Benok, kogupyembln 3TUM T[E€HOM, MPeAnosIOXUTENBHO
obnagaeTt xenukasHon akTUMBHOCTbID. OCOBEHHOCTU B3aMMOAEWCTBUS ITOr0 reHa c
paHee N3BEeCTHbIMU reHaMu, KOHTPONUPYOLWMMK akTUBHOCTL MAM, B HacTosiLee BpeMs
He OxapaKTepu3oBaHbl.

[MoTepst HeraTMBHOIroO KOHTpONS ysenuyeHna NAM, npuBogswasi B KOHEYHOM UTore
K dacumaumm nobera, npeacraBnseTcss OYE€Hb YacTbiM HapylleHueM pasButnda y A.
thaliana. Knaccuyeckue TepaTosiorMyeckMe CBOLKM OMUCLIBAOT — dpacumauumio  y
orpomHoro yucna pacteHunn [Worsdell, 1915; Binggeli, 1990]. Ctonb cnoxHasa cucrema
KOHTPOSS 9TOro KOMMNOHeHTa akTnBHocTu MAM. 6e3ycnoBHO, ABNAETCA NOLABEPXKEHHOWN
BHELUHUM N BHYTPEHHUM BO3AEUCTBUSM, YTO NPUBOAUT K YaCTbIM Cry4asMm dpacumaumm

B na6opaToprlx N eCTECTBEHHbIX YCITOBUAX.

1.3.3.2. [lo3umueHas peaynayus akmusHocmu 2eHa WUSCHEL

K HacToswemy BpemMeHuM OnncaHbl HECKONbKO [EHOB, OCYLLEeCTBAALWNX
NO3NTUBHYIO perynaumio akcnpeccun WUS. OgHMM 13 Takux perynsitopoB SIBASIETCA reH
STIMPY (STIP), xogupyloLwmin romeofoMeH-coaepalmim 6enok, ot4acTm CXOOHbIN No
cTpyktype ¢ WUS [Wu et al., 2005]. ¥ myTaHTOB Stip OTCYTCTBYET 3KCMNPECCUSA rEHOB
WUS n, xak cnegcteune, CLV3. ABTOpbl ynomsiHyTOon paboTbl NpeanonaratT, YTO reH
STIP B HOopme ctumynupyeT nepexoq krnetok NAM k geneHuto. J1I0OOMbITHO, 4TO
BOCCTaHOBMNEHNE HOpMarnbHOro eHoTuna OTMeYarnocb npu 3K3oreHHon obpaboTke

MyTaHTOB Stip caxapo3oii, KoTopasi, BEpOsATHO, CrnocobHa CTMMYNUPOBaTh AeneHust
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knetok. lNonydeHHble X. Wu c¢ coaBtopamun [2005] pesynbTaTbl Bnepsble Mokasanu
CBSA3b MEPUCTEMATMUYECKON aKTUBHOCTU C MUTAHUEM PaCTEHUS.

Yxe 3agenctBoBaHHbIM B MyTW HeratuBHOW perynauumn akcnipeccun WUS
PErynaTOpHbIA MeXaHu3M, CBSI3aHHbIA C OpraHu3auuen CTPYKTypbl XpOMaTuHa,
oKasancs OeNCTBEHHbIM U B NO3UTUBHOWN perynsumMm akTMBHOCTW 3TOrO KINOYEBOro rexHa.
leH SPLAYED (SYD) kogupyeT daktop opraHudaumm xpomatmHa ¢ ATdasHomn
aKTMBHOCTbIO, KOTOPbIA  cneumduyeckn ©n  MNO3UTUBHO  perynupyeTt  yYpOBEHb
TpaHckpunuum WUS [Kwon et al., 2005].

B uenom nosutueHas perynaums akcnpeccumn WUSCHEL waydeHa crnabee, 4yem
HeraTMBHas - BO3MOXHO, 3TO OTpaxaeT B LenoM Oonblwui BKMag nocrnegHen B

npouecchl perynaumm aktmsHoctu MNMNAM.

1.3.4. PopmupoBaHuMe natepanbHbIX NPOU3BOAHLIX

Ob6cyxpast aTOT acnekT reHeTU4ecKoro KOHTponsa MopdoreHesa y A. thaliana,
HeobXxoaUMO OTMETUTb, YTO pedb KuaeT UMEeHHO 06 wuHuumaumm (a  He
anddepeHumaumnmn) natepanbHbIX OpPraHoB - B MNEPBYHO o4vepenb, OUNIoMoB.
dopmupoBaHme ocen 6onee BbLICOKOro nopsagka (UBETKW, napaknagum w ap.)
NPOMCXOAMT 3a cyeT nponudepaumm mepuctem B nasyxax 3TMX PUINOMOB M MMeeT

He3aBucuMbIn OT NAM reHeTU4ecKkuin KOHTPOb.
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HeckonbKko reHoB y4acTByKT B MOAaBfEHUMM MHULMALMUA U PasBUTUSA KPOHOLLINX
dunnomoB couBeTna - bpakten. B Hopme gna A. thaliana xapaktepHo abpakTeo3Hoe
couBeTue, ogHako bonee nnv MeHee pa3BUTble NUCTOBUOHbIE CTPYKTYPbl pa3BMBatoTCA
Ha LBEeTOHOCax Lienoro psiga MyTaHToB: bractea [ExoBa, NeHuH, 2001], terminal flower1
[Shannon, Meeks-Wagner, 1993] u HekoTopbix Aapyrux [[leHuH, bypaes, 2006].
XapakTepHo, Takum o6pa3oM, COMnpsKeHWe HeraTUBHOW perynauun (opmMmpoBaHus
TEPMUHANbHOro LUBeTKa U KPOHLLMX (OUSIITOMOB.

[MepBbIM ONUCcaHHbLIM MyTaHTOM Arabidopsis, y KOTOPOro He POPMUPYIOTCA LBETKN,
asnaetca pin-formed1 (pin1) [Okada et al., 1991; unt. no: Bennett et al., 1995].
MaBHbIM nober gaeT Hayano po3eTOYHbIM U CcTebneBbiM NUCTbAM, HO couBeTue
haKTUYeCkn He pa3BMBAETCSH: OCb 3aBepLUaeTCA KOPOTKUM CTEpPUSibHbIM OTPOCTKOM W
He HeceT LIBETKOB.

LiBeTkn He popmupytoTca Takke y mytaHToB no reHy PINOID (PID). Ocb couseTus
dopMmnpyeT HECKONbKO faTteparnbHbiX LIBETKOB W 3aTeM 3aBepllaeTcs CTepusibHbIM
OTPOCTKOM. LIBETOK Takke pasBuMBaeTCA C MEHbLUMM YUCIIOM OpraHoB, 4YeM 3TO
XapakTepHO N9 HOpMarsibHbIX pacTeHun, 3a4acTyto bopmupyeTtcs rmHodop [Bennett et
al., 1995]. CxogHble HabntogeHuss nonydeHol U B paboTax OTeYeCTBEHHbIX

cneunanucToB No udyyveHuto mytaHta abruptus (abr), anneneHoro pid [ExoBa wn gp.,
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1997]. JliobonbITHO OTMETUTb, 4TO TreH TFL1, Takke noaaepXvBaroLmnn
nponudepatmBHyto akTMBHoCTb [1IAM (CM. BblWeE), NPOSIBNSET 3nNMCTaTU4ECKOe
Aencteve rno oTHoweHut K PID: y paBovHbIXx MmyTaHToB (tfl1 pid dopmupyetca
TepMuHanbHbIN UBeTOK [Bennett et al., 1995].

Bbino nokasaHo, 4yto 6enkoBble NpoaykTbl reHoB PID n PIN1 cBA3aHbl C NONSAPHbIM
TPaHCMOPTOM aykcuHa B nobere, onpefenswowmM  MHULMALMIO  naTtepanbHbIX
NPOU3BOOHbLIX M WX  MPOCTPaAHCTBEHHOE  pacronioxeHne. WMEeHHO  3Tum
0B6CTOATENLCTBOM OOBLACHSAKTCS, HanpuUMep, HapyleHUs B pacnofioXeHUn u 4ucne
cemMsgonen y npopocTKoB onncaHHbIX MyTaHToB [Furutani et al., 2004].

OcHOBHble acnekTbl reHeTU4ecKoro KoHTponsa aktmBHocTu [MAM y Arabidopsis
thaliana npuBeneHbl Ha puc 4.

Takum obpasom, K HacTosweMy MOMeHTY y A. thaliana n3BeCcTHO 3Ha4UTENbHOE
4YUCIO PErynATOPOB aKTUBHOCTU anukanbHon Mepuctembl. OgHaKO Jaxe Knaccuyeckas
MOAENb HeraTuBHOM perynsaumm pasmepoB [MAM (oTpuuatenbHaa obpaTHas CBs3b
mexay rpynnon CLV n reHom WUS), OCHOBHblE YepTbl KOTOPOM ObINN M3BECTHbI eLle B
Havane 1990x rr., B nocnegHue roabl npetepneBaeT YyTOMHEHNA 1 gonosiHeHus [Muller
et al., 2008; Pogorelko et al., 2008, un gp.]. Taknm o0Bpasom, CNOXKHOCTb PEryNATOPHbIX
MEXaHU3MOB Pa3fnyHbiX acnektoB ¢yHKumoHupoBaHus MNMAM TpebyeT aanbHenwero
AeTanbHOro M3yyeHus faxe Ha MofesnibHbix obbekTax. MopdoreHe3 HemMoaenbHbIX
dopM, NOMUMO KOHCEPBAaTMBHbIX OS5 BCEX pacTEeHUN acrekToB, COAEPXUT Lenbin pag
TakcoHocrneunpuniecknx ocobeHHoCcTen (CBA3aHHbIX, B 4aCTHOCTU, CO CTPOEHUEM
CouBETUA N apxXUTeKTypon nobera B LENOM B KaX4oW OTAENbHO B3SATOWM rpynne),
n3ydeHne KOTopbIX uMeeT Bonblloe NpakTUYecKoe 1 TeopeTnyeckoe 3HaveHue. [[opox
MOCEBHOW MpeacTaBnsaeTcs B 3TOW CBA3W OAHMM M3 Haubonee yaobHbix B pabote u

X039MNCTBEHHO Ba)HbIX OOBbEKTOB.

1.4. T[eHeTUYECKMU  KOHTPOJSiIb aKTUBHOCTM  anuKaribHOW

MepucteMbl nobera y ropoxa (Pisum sativum L.)

OcoBeHHOCTN reHeTUYecKoro KoHTponsa aktueHocTu MAM y ropoxa m3yyeHbl B
3HauYUTENbHO MeHbLUENn cTeneHn, yYem Yy Arabidopsis thaliana (L.) Heynh. Ecnu
npeacTaBuTb akTMBHOCTbL MAM B TeYEHME XU3HM pacTeHns B BUAE Habopa OCHOBHbIX
byHKUUIA, TO HAOOP STOT CXOAEH C TAKOBbIM Y PE3YyXOBUOKW: UHMLMALNS, COXPaHEHNE
nponndepaTUBHON aKTUBHOCTU U HeandPepPEeHUMPOBAHHOIO COCTOSIHUS, NOAAEPXKaHWE

KOHCTaHTHOro obbema, 3aknagka JlaTeparibHblX OpraHoB. B otnnuue ot pe3yxoBunaku, y
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ropoxa B nasyxax fNMCTbEB pasBMBalOTCA He LBETKM, a nasyllHble COouBeTUs, T.e. BCe
couBeTme B Uenom crnoxHoe. OCHOBHblE 9BOMOUMOHHbLIE U CTPYKTYPHbIE TEHAEHLUUN
pa3BuTua couBeturn BoboBbix nNogpobHO npoaHanusnpoBaHbl B paboTte [Weberling,
1989]. HemanoBaXxHO, YTO ropox ABMSAETCA €ANHCTBEHHbIM MOAENbHLIM 0OBHLEKTOM Ans
n3y4yeHns MopcgoreHesa CrioXXHOro CoLBeTHS.

Kak yxxe Oblfio OTMEeYeHO, C HapyLlleHMsAMU MOoAAEPXKaHUSA MOCTOSSHHOro ob6bema
MAM cBsi3aHbl cnyvaun hacumnauumn nobera. Y ropoxa NnoceBHOro MyTtauumum, npusogsLume
K dpacumaumm, M3BecCTHbl OYMeHb AaBHO (MepBOe AOKYMEHTMPOBaHHOE YNOMMHaHve B
1597 r., cm. [Blixt, 1972: 180]), a ocobeHHOCTU UX HacnegoBaHus Oblnn BRepBble
n3yyeHbl OAHOBPEMEHHO C MOSABMEHUWEM TrEHEeTUKM - B Knaccudeckon pabote I
Mengena [Mendel, 1866]. [lpn ckpewmBaHuM pacuMMpoBaHHbIX pPacTeHUNn C
HOpManbHbIMXW B MEPBOM MOKOSNleHMM Habnwganocb eanHoobpasve (Bce pacTeHus
6bINn  HedpacuumpoBaHHbIMM), @ B F, OTMeveHO paclwiennieHne C COOTHOLLUEHMEM
deHoTUNMyecknx knaccos 3:1, T.e. dhacumaums HacrnegyeTca Kak MOHOGAKTOPHbLIN
peueccuBHbIN Npu3Hak. [lo3aHee reH, OTBETCTBEHHbIN 3a pa3BuTue pacumaunm B 3Ton
nuHUK, 6bin HasBaH FASCIATA (FA) [White, 1917] unu, kak npeanoxeHo aBTopamu
paboTbl [Swiecicki, Gawlowska, 2004], FAT.

. NamnpexT [Lamprecht, 1952] npuBoaAnT AaHHbIE O TOM, YTO pacliensieHve B
aHanorm4yHom ckpewmBaHmm 6numxke k 15:1, genas Ha OCHOBaHWW 3TOr0 BbLIBOA O
Hanuuum BTOpPOro reHa (FAS), B3aumogencTByowwero ¢ FA no TUny HeKyMyrsaTUBHOM
nonuMepun: ans nposasneHna dacuynaumm HeobxooMMo peuecCUBHOE COCTOsIHME MO
oboum reHam. [uMnoTe3a O MOHOreHHou npupoae dacumauum Obina NOBTOPHO
npegnoxeHa nosgHee [Marx, Hagedorn, 1962]; npuaHak Gbi1 BHOBb OXapaKTepu3oBaH
Kak  MOHOMAKTOPHbIA  C  HEMONHOW  MEHETPaAHTHOCTbID UM BapbUpYHOLLEN
9KCNPEecCUBHOCTbID. B HacTosdwee Bpems runote3a O [ABYX MOMIMMEPHbIX reHax
aBnseTca ocHoBHon [Catalogue...]; Takke onmucaH reH FA2, nokanu3oBaHHbIn B V
rpynne cuenneHns uM crnocobHbii B MYTaHTHOM COCTOSIHMM BbI3blBaTb hacumaumio
[Swiecicki, 2001; Swiecicki, Gawlowska, 2004]. 'en FA nokanusosaH B IV rpynne
cuennenus [Lamprecht, 1952], reH FAS - B Il [Blixt, 1976].

OO6Lee uncno reHoB, y4acTBYOLNX B pa3BuTUM hacumalmm y ropoxa, no MHEHuo
K.K. CupopoBon [1970], coctaBnseT He MeHee 2-3. YuuTbiBasi, YTO YMCIO YXe
M3BECTHbIX HeraTUBHLIX U MO3UTUBHBLIX perynsatopoB pasmepoB [MAM y Arabidopsis
3HauyuTenbHO Oorblwe (CM. BbIWeE), FOMMYHO NPEeAnofoXUTb, YTO M Yy ropoxa 3ToT

KOHTPOJ1b BECbMaA CJ10XKEH.
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K HacToswwemMy BpeMeHN U3BECTHbI hacuMmMpoBaHHble MYTaHTbl U Yy psga Apyrnx
60o60BbIX - nonuHa y3konuctHoro (Lupinus angustifolius L.) [KoHoBanos u gp., 1989],
con (Glycine max Merr.) [Albertsen et al., 1983], HyTta (Cicer arietinum L.) [Knights,
1993]. Y onucaHHbIX aHoMmarnbHbIX (POpM OTMeYalTCsa CXOAHble MPOSIBIEHNS
hacumaumm - ynnouleHve nobera, HapylweHus unnoTakcuca, coOnmxeHne BepXHUX
y3rnoB. B oTnuume oT acuumpoBaHHbIX MyTaHTOB Arabidopsis, HW Yy ogHOW U3
N3BECTHbIX hacuMMpoBaHHbIX dopM BoGOBbIX HE ONMCaHbl M3MEHEHUS B CTPYKType
LBeTKa, YTO MOXET BbITb CBA3AHO C pasnNuMynaMu B apxuTekType coueTtmsi y boboBbIx u
KpecTouBeTHbIX.

Kpome ynomsaHyTbIX, BbINnM onucaHbl 2 MyTaHTa ropoxa, y KOTopbixX dhacumaums
nobera coyetanacb C yBennyeHMem CnocoBHOCTU K 0BpasoBaHUIO CUMMBUOTUYECKMX
Kny6eHbKOB Ha KOPHAX - Hoaynauuu. MNepsbin MyTaHT 6611 nonyyeH B Poccun 1 Ha3BaH
nod4 [CvpopoBa, YxuHuea, 1992, 1994; Sidorova, Uzhintseva, 1995]; yctaHoBneHo
cuenneHne mytaumm ¢ mopdosnornyeckumm mapkepamm V rpynnbl cuenneHna. Bropon
MyTaHT 6bIf1 NONyYeH NyTemM MHAYLMPOBAHHOIO MyTareHesa (3TunmeTaHcynbdoHaT) BO
®paHuuun 1 HaseaH sym28 [Sagan, Duc, 1996]. [laHHbIx 0 niokanu3auuu reHa SYM28 Ha
reHeTu4eckon kapte HeT. MyTaHTbl nod4 n sym28 npeacTtaBnsT ocobbln MHTEpeC,
MOCKOSbKY MNpoOLUEecC HOAyNnAuun xapaktepeH Ans 6060BbIX U MMeeT HEeCOMHEHHOe
XO3SMCTBEHHOE 3HayeHune. [eHEeTUYEeCKUN KOHTPOSib HOOYNAUMW Yy ropoxa W3yyeH
[0CTaTOYHO XOPOLIO, U K HACTOALWEMY MOMEHTY U3BECTHO JOCTaTOMHO MHOMO MyTaHTOB
C HapyweHusMmn aToro npouecca [Borisov et al.,, 2004]. B 1o ke Bpemsi HakonmneHbl
onpepereHHble HabnaeHns, CBUAETENLCTBYOWME O YepTax OBLHOCTN reHETUYECKOro
KOHTponsa Hogynauum wn aktmeHoctn [MTAM. Tak, CLV7-nogobHbin reH GmNARK
yyacTByeT B hOpMUPOBAHUM CUMBNOTUYECKMX KITYBEHBbKOB Ha KOpHAX con Glycine max
Merr. [Searle et al., 2003]. HemanoBaxHo, 4TO CEMENCTBO peLenTop-nog0oOHbIX KMHAa3
(receptor-like kinases, RLK), k kotopomy oTHocatca 6enkn CLV1 n CLV2, asnsetcs
0ofHOM n3 Hambonee pacnpoCTPaHEHHbIX KOMMNOHEHTOB CUCTEM PErynsauun y pacTeHWUi.
VIMEHHO NO3TOMY He MCKNIYeHa BO3MOXHOCTb BOBMEYEHUS OOHUX U TeX Xe KMHa3HbIX
BernkoB B pa3nuyHble npoueccsl [Szczyglowski, Amiot, 2003].

HW oanH 13 ynoMsiHYTbIX Bbille FEeHOB He Obinl y ropoxa OxapakTepu3oBaH C
MOJSEKYNSIPHON TOYKM 3PEHUs, AaHHble O HYKMEeOTUAHbIX MOoCrefoBaTeNbHOCTAX U
0COBEHHOCTSX aKcnpeccun OTCYTCTBYIOT. CTPYKTYpHble romMonoru reHoB Arabidopsis
thaliana CLV2, FAS1 n FAS2 6binu oxapaktepusoBaHbl ®.A. KoHoBanosbim [2006],

onpeaeneHo nonoxeHue cxogHoro ¢ FAS71 dpparmeHTa Ha reHeTu4eckom kapTe (rpynna
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cuennenms V). OgHako NOUCK COOTBETCTBUSA MeXAy W3yYeHHbIMW parmMeHTamun u
OMUCaHHbIMM rEHaMKn ropoxa He NPoBOAWUIICS.

NcTopudeckn dpacunmnpoBaHHblie (hOpMbl MOCIYXUITU NCXOOHBIM MaTepuanom npu
CO30aHuMM psga CopToB B pasnuyHbix cTpaHax [Swiecicki, 2001], HO B uUenom
XapaKTepuU3yoTCa MOBLILLEHHON CKMTOHHOCTBIO K noneraHuio [Mapuwkypa, 1968] wn
YYBCTBUTENbLHOCTLIO K BOAHOMY AeduunTty. BeposiTHO, nmoatomy dacummpoBaHHbIe
copTa He Moy4yMnu LLIMPOKOro pacnpocTpaHeHus; B HacToswee Bpems B Poccunckon
degepaumm HeT panoOHMPOBAHHbLIX COPTOB, MapPKUPOBAHHbLIX MPU3HAKOM dhacuunaumm
[Hanpumep: Kommepyeckne copTa..., 2003]. B TO Xe Bpems y paga KynbTyp dacumnaumio
OLIEHMBAIOT KaK B LESIOM NEPCNEKTMBHLIN MPU3HAK - Hanpumep, y rpeunxm [[etenuHa,
KagbipoBa, 1998], x0Ta B OTHOLWEHUN 3TOro 06bekTa CyLWeCcTBYHOT U anbTepHaTUBHaS
Touka 3peHus [Caxapos, 1986].

CoxpaHeHne nponudepaTtuBHon akTuBHocTU TAM cBs3aHO C 3KCMpeccuen reHa
DETERMINATE (DET). Y myTtanToB det [NTAM TpaHchopmmpyeTcs (B paboTe [Singer et
al., 1999] ucnonb3oBaH TepMUH «rOMEO3WCHas 3aMeHa») B MepucTtemy nasyLlHOro
cousetna [Makasheva, Drozd, 1987; Swiecicki, 1987]. Ctporo rosops, ¢
MOPGONOrM4YECKON TOYKM 3PEHUs CcouBeTMe Yy 3TOr0 MyTaHTa He sBnseTcs
AeTEPMNHAHTHbBIM, TaK Kak TepMUHanNbHbIM LBETOK He pasBmBaeTcs [Singer et al., 1990]
nUnn pasBmBaeTcsa kpanHe penko. lNokasaHo, 4to reH DET, Hapsigy ¢ reHom LF (LATE
FLOWERING), sBnsetca YyHKUMOHanbHeIM romonorom reHa TFL1 Arabidopsis
[Foucher et al., 2003]. CxoactBo eHoTUNOB MyTaHTOB (fl1 pe3yxoBuakm u cen
NbBMHOrO 3eBa (M, B TO XXe BPeMSs, OTNnYMe OT MyTaHTa det ropoxa) CcBsi3aHO, BEPOATHO,
C TeM, YTO Yy NocriegHero B HOpMe pa3BUBAETCS CIIOXHOE CouBeTUE - ABOMHAA KUCTb. Y
NbBMHOTO 3eBa W pes3yxoBMAKM couBeTve npoctoe. B HacTosiwee Bpemda ropox
npegcraBngeT cobon eANHCTBEHHbLIN MOAESbHbIN 0OBHEKT AN U3yvyeHust MopdoreHesa
CNOXHOro COLBETUS.

dopMbl C TEPMUHaANU30BaHHOW Ma3yLWHOW KUCTbIO NPeAcTaBnalTCA BecbMa
NepcrnekTUBHbIMU B Cerekunn CKOpOoCnesibiX COPTOB C MpakTU4YeCKku OOHOBPEMEHHbLIM
co3peBaHnem 6o06oB [KoHgbikoB n ap., 2006]. Nen DET nokanusosaH B VIl rpynne
CUENnSIEHNsI U TECHO CUENSIeH C APYrMM XO3SNCTBEHHO BaXkHbiM reHom R (RUGOSUS),
MyTauum B KOTOPOM MNPUBOOAT K PasBUTMIO MOPLUMHUCTBLIX CEMSIH U 3aKpenneHbl B
reHoTune OBOLUHbLIX COpTOB ropoxa. ®opmbl det r n det R nonyyeHbl HE3aBUCUMO W
MCMOMb30BaHbl B CefiekuMn  CKOpOCMenbIX OBOWHbIX W 3€pHOBbLIX COPTOB
COOTBETCTBEHHO.

B coxpaHeHun nponugepatmeHon aktmBHocTn [1AM yyacTByeT Takke reH
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UNIFOLIATA (UNI) - ognH 13 KnoyeBbIX reHoB MopdporeHesa ropoxa. Kak yxe Obino
YNOMSIHYTO Bbille, 3TOT FeH ABndeTcs opTtonorom reHa LEAFY (LFY) pe3yxoBuaku u
urpaeT BaXKHYyK pofib B (bopMMpOBaHMM UBeTKa U cnoxHoro nucta [Gourlay et al.,
2000]. CoueTnss MyTaHTOB UNi CXOAHbI C TaKOBbIMW Yy MyTaHTOB det - rmaBHas OCb
3aBepluaeTcd LBETOHOCOM, CXOAHbIM C nasywHbiM, T.e. UN/ no3utmBHo perynupyet
akcnpeccuto reHa DET, n oyHKUMKM 3TUX reHOB YacTUYHO B3amMo3amMeHsieMbl [Singer et
al., 1999]. Bsaumopgeunctsne UNI/ wn DET BocnpousBoauUT B3aMMOAEWNCTBUS WX
romonoroB y A. majus — reHoB FLORICAULA (FLO) n CENTRORADIALIS (CEN)
COOTBETCTBEHHO. Tak, nokasaHo, 4To FLO NO3NTUBHO perynvpyeT 3KCMPeccuo reHa
CEN vy Antirrhinum [Bradley et al., 1996]. Baanmogenctene roMOnornyHbiX reHoB Yy
pasnUyYHbIX BUOOB MMEET, Takum o0pa3oMm, onpenerieHHble YepTbl CXOACTBA, HO BO
MHOIOM Pasfn4yHO — B YaCTHOCTW, B CUNY NPUHUMNUANBHO MHOW apXMTEKTYpbl CoLBEeTUS
y ropoxa.

Ewe oanH TMn aetepMMHaHTHOCTU CBA3aH ¢ MyTauusamun B reHe DETERMINATE
HABIT (DEH) [Akoenes, 1992]. Y dopm deh npoucxoguT npexaeBpeMeHHoe
OTMUpaHWE anekca, CconpoBoOXjawueeca HeOopasBUTMEM  NIUCTbEB WM UX
NPUINCTHUKOB B BepxHen 4actu nobera: npoucxoauT peaykums nucta BnnoTb [0
yewyeBngHon CTpykTypbel. o mHeHnio W.B. KongblkoBa ¢ coastopamu [2006],
peaykums anekca «onpefensieTcs HefoCTaTKOM MIacTUYeCKMX BeLlecTB, Bbl3BaHHbIM
yMeHblUeHneM nrowaan oToacCUMUNUpyroLLlen MOBEPXHOCTM B  3TOM  30HE
pacteHusi». B TOo Xe Bpems B npoumMtupoBaHHom paboTe OTMeYeHo, 4YTo B
onpeerieHHbIX YCrnoBuaX nofdaBreHne pasBuUTUS MPUIUCTHUKOB HE MPOUCXOOMT Wn
nocne 3aknagku HEeCKONbKMX Y3M0B C peayuupoBaHHbIMU JIMCTbAMWU MNPOOOITHKaeTCH
pocCT (n3pactaHue) 6e3 OTKNOHEHWI OT HOPMbI.

lMpoTnBopeumBble faHHble NOSydYeHbl MU B OTHOLUEHUN TFEHETUYECKOro KOHTPOSIS
Takoro Tvna OeTepMMHaHTHOCTU. Tak, B pabote T.A. babanueson [1996] onucaHbl
OTKITOHEHUSA OT pacuienneHna 3:1 (kak B CTOPOHY aeduumTta dopm OMKOro Tvna, Tak U B
CTOpPOHY geduumnta dopm deh) B F OT ckpelmBaHna OeTEPMUHUPOBAHHbLIX (POPM C
HOpManbHbIMK.  Takke  OTMEYeHO  nosiBfieHMe  (PeHOTUNMYEeCKOro  Knacca
aeTepMnHMpoBaHHbIX dopM (9.6-36.8%) yxe B Fy. NepBoe 06CTOATENBCTBO MOXET
ObiITb CBA3AHO C KIMMaTUY4ECKUMU YCIMOBUSMW perMoHa, B KOTOPOM MpPOBOAMMAU
nccnegoBaHvs, a nocnefHee - C HEOLHOPOAHOCTbKD MCMOMb30BAHHOIO MaTepuana
[A.H. 3eneHoB, nnyHoe coobueHune]. MNpu nsyyeHun B3anmMopencTems mytauumn det mn
deh WN.B. KoHgbikoB c coaBTOopamu [2006] onucbiBaloT agaMTMBHOE NposiBNEHNE

npu3Haka «Tun pocTa» y ABOWHbLIX MyTaHToB det deh. B 1o xe Bpems B.A. LLleB4eHKo n
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MN.A. WeB4yeHko [1990] BoobLle He OBHapPYXMN OBONHBLIX MyTaHTOB B OYEeHb 60MNbLUMX
BblOOpKax rmbpnaoB BTOPOro MOKOSEHUS, BbIABUHYB MMNOTE3y O NeTanbHOCTU TaKow
KOMOUHaUUN peueccuBHbIX annenen. Takum obpas3om, 0COBGEHHOCTM NPOSBMNEHUS WU
HacnegoBaHus reHa deh TpebyoT AONOSTHUTENBHOIO N3yYeHUs.

Pagom aBTOpoB 06HapyxeHo cuenneHne reHa DEH ¢ mopdonormyecknmn [3y6os,
KHasbkoBa, 1989] mn monekynspHbimn [Heramupsa, 2004] mapkepamu |ll rpynnbl
cuenneHnss. MHorme coBpeMeHHble copTa ropoxa obnagalT LeTepPMUHUPOBAHHBIM
TUMNOM poCTa, CBA3aHHbIM C MyTauuen deh (Hanpumep, cepus coptoB dnarmaH
Camapckoro HUIMCX nm. H.M. Tynankosa).

Ewe ogHum acnektom yHKUMOHUpoBaHna (1AM asnsetca dopmMmumpoBaHue
narteparnbHbIX NPOU3BOAHbIX - MNCTbEB N NoberoB Hu3wero nopsaka. Ocobbin nHTEpecC
BbI3blBa€T reHEeTUYECKUM KOHTPOSib (POPMMPOBaHUS Na3yLUHbIX COLBETUN («KOPOTKUX
napaknagveBs» B TepMMHax, MCMNoMb3oBaHHbIX B paboTte [Weberling, 1989]). MNepBbin
y3en, B KOTOPOM pasBMBaETCA nasyLiHoe (y ropoxa 0bbl4HO OBYXLBETKOBOE) COLBETME,
HOCUT Ha3BaHve ya3na wuHuumaumn usetTeHus (node of flowering initiation, NFI).
OueBngHO, YTO CMeLleHne 3Toro y3na B 6asanbHOM HanpasfieHuuM NpuBoauT K 6onee
paHHeMy 3auBeTaHuio. Kak yxe ynoMmHanocb Bbllwe, Yy pPe3yxoBUAKN (YHKLMIO
perynsaunmm BpeMeHU 3auBeTaHuUs OT4yacTu BbinonHaeT reH TFL1. Y ropoxa gBe ero
dYHKUMN pas3geneHbl Mexgy ero asyms romonoramm - DET (nopaepaHue
nponudepatmsHon aktusHoctu NAM) n LF (3agepxka nHnumaumm useteHnd) [Foucher
et al.,, 2003]. Y myTaHTOB If Yy3en nHnynaumm LBeTeHust UMeeT MEeHbLUMN NOPSAKOBbIV
HOMEp, YeM Yy pacTeHun gukoro Tvna. OnucaHbl HECKONbKO annenen ¢ pasnuyHom
cTeneHblo akcnpeccuBHocTu: Lf-d > Lf > [f > [ff [Murfet, 1975]. Y romosuroTt no
Hanbornee «kecTkoMmy» annento /¥ uBeTeHne HauMHaeTcs ¢ 5 yana. bonee nogpoGHas
MHOPMaLMA O reHax, KOHTPOSIMPYIOLKNX Nepexon K LBEeTEeHUI0 Y ropoxa, npueegeHa B
o63opHon pabote J. Weller [2007].

AHTaroHuctammu reHa LF sansioTcsa reHbl cemenctBa VEGETATIVE (VEGT w
VEG2). MytaHT veg! HukOorga He UBETET WU B KOMMEKUUAX MoxeT ObiTb COXpaHeH
TONbKO B reTepo3nroTHoM coctosiHum [Singer et al., 1999]. O3TOT reH nokanusoBaH Yy
ropoxa W JoUeEPHbl psgoMm C romonoramu reHoB A. thaliana FRUITFULL wn
SEPALLATA1 [Hecht et al., 2005], koTOpble y pe3yxOBUOKMA UIPalOT BaXKHYK POSib B
MopdooreHese, XO0TH AeTalibHbI aHanu3 ero CTPYKTypbl B aBTopamMu NpoLUUTUPOBAHHON
paboTbl He ObIn nNpoBeaeH. BTopown reH, VEG2, otyactn gybnupyet dyHkumio VEGT.
MyTaHTbl NO «KEeCTKOMY» annento veg2-1 Takke He (PopMUPYIOT NasyLUHbIX COLBETUN,

B TO BpeMsi Kak y romMo3uroT veg2-2 Habniopaetcsi 3HauuTenbHas WM3MEHYUMBOCTb
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CTPYKTYpPbl OCel BTOPOro nopsgka Ha NPOTSKEHUU oHToreHesa. dopmupyloTcs Kak
TUMWYHbIE MNa3ylHble BeretatMBHble nobern, Tak W NPaKTUYECKM HOpMarnbHbIE
nasyLlHble COLUBETUA CO BCEMU nepexodamMu Mexagy aTuMmun kparHumu tunamm [Weller,
2007].

Y [OBOMHbIX MyTaHTOB det veg! dopMnpyeTca €AMHCTBEHHbIM  LBETOK
HenpaBWUITbHOIO CTPOEHUS, 3aHUMAIOLLNMIN TEPMUHAITBHOE MOSIOXKEHWE Ha FMaBHOW OCU W,
no-BUOUMOMY, SABASIOWMNCA pe3ynbTaToM OObeaUHEHUA WUCTUHHO TEPMMUHANbHOMO U
NpubnXKeHHOro K Hemy natepanbHoro useTkoB [Singer et al., 1999]. Kpome ToOrO,
LBETOK aHOMarbHOIro CTPOEHUS 3aBepLUaeT rnaBHy OCb Yy MyTaHTOB Stp [Taylor et al.,
2001]. B HacTosLee Bpemsa M3BECTHO BCero Aea Buaa 6000BLIX, Y KOTOPbLIX rMaBHas
OCb B HOpMe TepMUHUpOBaHa UBeTKOM - Gleditsia triacanthos L. u Gymnocladus dioicus
(L.) K. Koch. [Weberling, 1989]. He ucknioyeHo, 4to reHy DET npuHagnexut BaxHas
pofib B 9BOSMOLMOHHOM JMHUW pPeaykKuMnm TepMUHANbHOro LBeTka, a 3aTteM W
TEPMUHANbLHOro couBeTus (MyT TEPMUHANBHOIO YCEYEHUS1 COLIBETUS).

OueBnaOHO, 4YTO M3yYEeHWEe reHeTUYEeCKOro KOHTPONs akTMBHOCTM anukarnbHOW
MepUCTEMbl Y ropoxa MOCEBHOro npeacTaBNseT 3HAYUTENbHbIN TEOPETUYECKUA W
npakTnyecknn wnHtepec. OcobeHHOCTU perynauum MopdoreHesa y obbekta co
CNOXHbIM COLBETMEM OCTAKTCA B LENOM MarlondyyeHHbIMU, a U3ydYeHue xapakrepa
PEHOTMMMYECKOTO  MPOSIBNIEHMS W HacCnegoBaHWA  Pas3fM4HbIX  FEHETUYECKM
00yCnoBneHHbIX BapMaHToOB CTPOeHMs nobera nepcnekTMBHO A4S CO34aHUSA UCXOLHOMO
MaTtepuana B cenekuum aTon LeHHOW KynbTypbl. [NMpeactasneHHasa pabota obobuwiaeT
pesynbTaTtbl UCCNeLOBaHU MyTaHTOB ropoxa ¢ U3MEHEHHOW aKTUBHOCTbLIO annKanbHbIX

MepUCTEM OCel pasHbIX MOPSAKOB.
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MaTepManbl n metoabl

2.1. JluHuu

20poxa,

KynbmueupoeaHus

ucnosib308aHHbIe

e pabome,

ycnoeusi

B paboTe ncnonb3oBaHbl COpTa, MyTaHTbl U MapKepHble NNHUK Pisum sativum w3

Konnekuunm KaCbeD,pbl reHeTuKN. I'Ipomcxomp,eHme N KpaTKoe onncaHme ncnonb3oBaHHbIX

dopm gaHo B Tabn. 1-3. PacTteHna BbipalwimBanu B NOSIEBbIX YCAOBUSX Ha OMNbITHOM

yyacTke 3BeHuropoackon owuonorundeckon crtaHumm um. C.H. Ckagosckoro MIY B

nepuog ¢ Mada no aseryct 2006-2009 rr.

ncnonb3oBanu Tennuuy-6okc Guonornyeckoro dakynoteta MIY.

Kpome TOro, Ans KynbTMBMPOBAaHWUS

Tabnuuya 1. XapaktepucTmka OpPM C HapyweHHOW akTMBHOCTbio 1AM,
NCNonb30BaHHbLIX B paboTe.
HasBaHue XapakTepucTuka Mopdonorudeckue | lNpoucxoxaeHue MpumeyaHne,
MapKepbl CCbISIKM
Rosacrone dypaxHbIn copT PosoBass okpacka | lepmaHus
BEHYMKa (b);
dacumnauus (fa)
«WTamboBbii» | MHayuupoBaHHbii | OTcyTCTBME Kadenpa reHeTukn | [PexmaTynna,
MYTaHT, aHToumaHa (a); | Buonoruyeckoro MlocTMCKUA,
nonyYeHHbIn  u3 | pacumnauus (fas) dakyneteta MIY wnm. | 1976]
copTa M.B. JlomoHocoBa
HemunHoBCKMiA-
766 (OMC)
JI5 MapkepHasi PosoBass okpacka | LlenTp [koHa WHHeca,
NNHNA BEHYMKA (b); | HopBwy,
dacumaumsa BenukoGpuTtaHus
(fa fas)*
JI12671 MapkepHasi OrcyTcTBME UeHnTtp [xoHa WHHeca,
NMNHUA aHTouMaHa (a); | Hopswny,
dacumauus (fas)* | BennkobputaHus
JI2771 MapkepHas OtcyTcTBME LleHtp [koHa WHHeca,
INNHUS aHTouMnaHa (a); | Hopswuy,
kapnukoBocTb (le); | BenukobpuTtaHus
dacumaumsa
(fas-2)*
P64 MHayumpoBaHHbin | OTcyTCTBUE ®paHuns [Sagan, Duc,
MYTaHT, aHTouMaHa (a); 1996]
NOMnyYeHHbIn U3 | KapnukosocTb (le);
copTa Frisson | runepHoaynauuna u
(3MC) dacumauus
(sym28)
«JllonuHong» MapkepHas OtcyTcTBME BHUNSBBK, Open,
nnHNS aHToumaHa (a, b); | Poccus

ODEeTEPMUHAHTHbIN
TMn  pocta (detb);
dacunauusa  (fa),
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3eneHble
cemsagonm (i)

K301 MHayumpoBaHHbIn | OTCyTCTBUE numr (610) PAH, | [CngopoBa,
MYTaHT, aHToUMaHa (a); | HoBocmnbupck, Poccus YXnHUEeBa,
MOMyYeHHbIN U3 | TMNEepHOaYNAUMSA Y 1994,
copta PamoHckui | doacumnauus (nod4) Sidorova,
77 npu Uzhintseva,
obpaboTke N- 1995]
HUTPO30-N-
3TUNMOYEBUHOMN
OTP OBoLuHon copT OtcyTcTBME BHUNCCOK, JlecHown | [[MonoBa,
aHTouMaHa (a); | F'opopok, Poccus 1972]
KapnukoBocTb (le);
OeTepMUHaHTHbLIN
TMn pocrta (detb);
ceMeHa
MOPLUMHUCTLIE (1)
OTP-m MapkepHasi PosoBas okpacka | Kadeapa reHeTUKK
NNHNA BEHYMKA (b); | Guonormnyeckoro
KapnukoBocTb (le); | dhakynbteta MIY um.
penyuMpoBaHHbIe M.B. JlomoHocoBa

NPUIUCTHUKK  (St);
O0eTepMUHaHTHbIN
TMn  pocta (detb);
ceMeHa
MOpLUMHUCTBIE  (F),
cuenneHHble (S)

* - reHoTun ¢opMm un3 LleHtpa [xoHa NHHeca npuBeaeH B cooTBeTCTBMM ¢ [Catalogue...] n HaxoguTcs B

npoTnBopednn C NoNyvYeHHbIMN pedyrbTaTtaMu, CM. pasaen «Pe3yﬂbTaTbI n o6cy>|<,u,eH|Ae».

Tabnuua 2. XapakTtepuctmka MapKepHbIX NIMHWUIA, NCNONb30BaHHbIX B paboTe.

HasBaHue XapakTepucTuka Mopdonorudeckue | lNpoucxoxaeHue MpumeyaHne,
Mapkepbl CCbISIKK
WL 1238 MapkepHas PosoBass okpacka | HCTUTYT reHeTuKu
nnHNA BEHYMKa (b); | cENbCKOXO3ANCTBEHHbIX
KapnukoBocTb (le); | pacTenun, Lseuns

peayuMpoBaHHble
NPUNUCTHUKKN  (St);
peayuMpoBaHHbIN
BeHuuK (k); »xenTtas
oKpacka HesperbIx
6o6oB (9p);
ceMeHa
MOPLUMHUCTLIE (I),
cuenneHHole  (S);
600 y3kun (te),
N30rHYTbIN (cp);
6e3yCcrKoBbIN NNCT
(th; OTCyTCTBUE
BOCKOBOro Haneta
(wb); ctebenb
BeTBswwmmncs (fru)
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WL 1132 MapkepHasi PosoBass okpacka
NNHNS BEHYMKa (b);
Xentad  okpacka
He3penbix ©6060B

UHCTUTYT reHeTuKn
CEeNbCKOX035MCTBEHHbIX
pacteHun, LLseuns

(gp); ceMeHa
MOPLUMHUCTLIE ()
WL 102 MapkepHas OtcyTtcTBME WHetutyT reHeTUKK
NNHNA aHTouMaHa (a); | cenbCkOX035AMCTBEHHbIX

KapnukoBocTb (le);
©e3ycukoBbIA NIMCT
(th; YCKOPEHHOE
3ausetaHue (IfF)

pacTteHun, Lseuna

«XamMeneoH» MapkepHas OtcytcTBME BHMN3BK, Open, | [BeneHoB 1
nHUA aHToumaHa (a); | Poccus ap., 2000]
N3MeHeHHas
Mopdosorus
nucTta (af uni®®)
«HoBasa dopma | MapkepHas OtcyTcTBME Kadenpa reHeTuKn
42 NNHNA aHTouMaHa (a); | Buonoruyeckoro
nedekr dakynbteta MIY wnwm.
nMrMeHTaumm M.B. JlomoHocoBa
(chi42); nuctoBon
deHoTMN

«pleiofilay (af t)

Tabnuya 3. Xapaktepuctmka o6pasyos, COPTOB M NMUHUK, UCNOSb30BAHHbLIX B paboTe

B Ka4eCTBE KOHTPOJIA.

HasBaHue XapakTtepuctuka | Mopdonorndeckue | MNMponcxoxaoeHune MpumeyaHwne,
MapKepbl CCbIfKM
dnarmaH 3epHoBou copT OtcyTcTBME HANCX  wnwm. H.M.
aHToLuMaHa (a); | Tynankoea, Camapa,

DEeTEPMUHAHTHbIN
TMn pocta (deh)

Poccusa

Filby 3epHoBoK copT OtcyTcTBME BenukobputaHus
aHToLuMaHa (a);
KapnukoBocTb (le);
©e3nnCTOUKOBbIN
nuer (af);
peayumMpoBaHHble
NPUINCTHKKK (ST)
HemunHoBCKMiA- | 3epHoBON copT OtcyTcTBME HANCX LIPHS,
766 aHToumaHa (a) Mocksa, Poccus
Frisson 3epHoBOI copT OrcyTcTBME dpaHums
aHTouMaHa (a);
KapnukoBocThb (le)
Cao lan 3epHoBoOI copT OrcytcTBME Kutan
aHToumaHa (a
)
Wasta 3epHoBol copT OtcyTcTBME Monblia
aHTouMaHa (a),
6€e3N1CTO4KOBbIN
nwcr (af)
Alaska OBoLuHon copT OtcyTcTBME CLA

aHToumaHa (a)
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JI1794 “P. humile Boiss. | O.T1. LenTtp OxoHa WMHHeca, | bonee
& Noe” HopBuy, KOPPEKTHO
BenukobputaHus Pisum
sativum L.
subsp. elatius
(Steven ex M.
Bieb.) Asch.
& Graebn.
var. pumilio
Meikle
JI2 P. sativum subsp. | [.T. UeHnTtp [xoHa WHHeca,
abyssinicum  (A. HopBuy,
Braun) Berger BenukobputaHus
J164 P. sativum subsp. | [.T. LeHnTtp [OxoHa WHHeca,
elatius  (Steven. Hopsuy,
ex M. Bieb.) BenukobpuTtaHus
Asch. & Graebn.
J12423 P. sativum L. | [0O.T. UenTtp OxoHa WHHeca,
subsp. arvense Hopsuu,
(L.) Tzvelev BenukobpuTtaHus
JI1392 P. fulvum Sibth. & | [.T. UenTtp OxoHa WHHeca,
Sm. Hopsuu,
BenunkoGpuTtaHus
Vavilovia "epbapHbI 0. epbapuin MockoBckoro | CUHOHNM
formosa (Stev.) | obpasey YHusepcuteta um. .. | Pisum
Fed. Chbipenwmkosa (MW!) formosum
(Stev.) Alef,;
CM.
[MakaweBa wu
ap., 1973;
Sinjushin et
al., 2009]

2.2. BoideneHue HK

AOHK Bbigensnn m3 ceexecobpaHHoOro martepvana (fiucTbs) C MUCMNONb30BaHUEM

CTAB-metoga [Torres et al.,

1993] ¢ HekoTOpbIMM Mogudukaumsmn. [lposepky

kayecTBa BblaeneHna AHK ocylwiectsnanu npu anekrpogopese B arapo3HoOM rene (Cum.

Hwxe). NpenapaT reHomHon [HK pasbaensnu genoHnsnposaHHon sogon B 10-20 pa3 n

ncnonb3oBanu B AanbHenwen pabote. XpaHeHue BblgeneHHon OHK ocyuwectBnsnm

npun Temnepatype -20°C.
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2.3. lMonumepa3Hasn yenHas peakyus

Amnnndpukaumnio nposogunu B npmbope MC2+ (OHK-TexHonorus). KoHeuHbIn
o6bemM peakunmoHHoOW cmecu coctaenan 25 mkn n cogepxan no 0.5 MkM npamoro m
obpaTtHoro npanmepa (EBporeH, Poccus; nocnegoBaTtensbHOCTM NpaMepoB NpuBeaeHb!
B Tabn. 4), 2.5 mkn 10x crtaHgapTHoro [1LP-6ycdepa (Cunekc M., Poccus), 2.5
€OVHNLbI aKTUBHOCTU TepMocTabunbHon Tag-nonumepasbl (Cunekc M.), no 250 mkM
kaxgoro gHT® (Cunekc M.), pacteop reHomHoun AHK go 25 mkn. [ins npegoTepalleHuns
ncnapeHnss amnnmdukata Ha MNOBEPXHOCTb >KMAKOCTM HacravBanu MWUHepanbHoe

macro (Sigma). AMnnncukaumnio NPoBOAMAKN NO crneayoLen nporpaMmme:

1. HavanbHas geHatypaums — 2 muH 30 cek npu 94°C
2. 5 uuknos

30 cek npn 24°C

30 ceknpn T, + 2°C

1 muH 30 cek npu 70°C
3. 35 uuknos

20 cek npn 93°C

30 cek npn T,

1 MuH npu 71.5°C

4. KoHe4Has anoHraums — 3 MuH npn 72°C

Temnepatypy omxura (T,) onpegensnu Ans Kaxgow napbl nNpaMMmepoB C
ncrnonb3oBaHmem nporpammbl Sigma-Genosys DNA Calculator (http://www.sigma-

genosys.com/calc/DNACalc.asp) n onTuMmmnanpoBanu B Xoge 3KCnepumMeHTa.

Tabnuya 4. Tlapametpbl [TILUP v nocnegoBaTenbHOCTM  NpanMepoB,

MCNonb30BaHHbLIX B paboTe.

Tm,

°C MUCcTOYHMK

Mapkep Tun | NocnepoBaTenbHOCTL (NPsIMON
M oOGpaTHbIN)

5'-CACCTCCCTTTGCCACACTG

Adh1 5-CGGTACATTCAACAGCTCGATC 65 | [KoHosanos, 2006]
CioPor 5-ACTGCTAAGGCTTTGGCTGA 65 [Brauner et al.,
P o | 5-AGATTTTGTTAGGCTTGGATCACT 2002]
Q. [ 5-TGGTCTCTCTGATGGTCTTC
Eglt S | 5-GCACCAGCATATTTGTTGTC 58 | [Kowosanos, 2006]
5-CCTTACTCTCCTTCACGTCT
Fbpp 5-CTTTTCAACCTTCTCCACCT 60 | Toxe
5 TAGCAGAAATCGGCGTTATC
GprAll 5-CAGTCTGTTCTTGCTTTCATCC 60 | Toxe
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5'-GCAAAAGTGAGTGAAGATG 60 [Brauner et al.,

Pepcn 5-GCTTGGAAAACATTAAGGGTTG 2002]
5-CACAGAGAATGAAGCACAATC

PhLypC 5-GCAACCAACTATCCTCTACTGT 60 | [KoHosanos, 2006]
5-CATCAAAAGAAGTCATAGGAAG

PK4 5-CTATACTTTCATCAATGGAATCAC 58 |Toxe
5_CGTTGTCKAAGCTTGTWGAGT [Konosaros, 2006;

PsFAS1 5-AGCTTCWCWTCTATTTYTMTCC 95 gcl)rgg]shm etal.,
5-GATACCCATGCACACTATGTTC

PsFAS2 5-CAAGTAGAAATGAACCATCWGGAG | 00 | [KoHosaros, 2006]
5-CCTGAGAGTTTRCTKTATTTGAAGTC [Korosanos, 2006;

PsCLV2 5-GAGAAAGATACYTGAGGTTKGWce | 28 | Sinjushin etal.,

2008]

5-ATGTCTGTAACTTCCACCACT

Rnp33 5-CTGTCTTCAGCAACACTTACT 56 | [KoHosanos, 2006]

Soamt SACCTMGECTIGETCN o 65 | Toe

TUbA] 5-GGAAACGCCTGCTGGGAG s3 | [Brauneretal,
5-AACAGTTGGAGGCTGATAAT 2002]

AA122 S Aot CA |58 | [Loridon et al., 2005]

ACCHSMICCOUITICNNS |56 Toxe

ATUMTICICINSTICE 5 | Toxe

AA430942 | @ | socTrrioeTTacoaTocaGeTa | 98 | Toxe

B |soTCTIsmoNCeToORTs (55 | Toe

SATICICOMCMTTTCCOST 56 | Tone

AD79 S-AGGACTGATOACGOAGACARAG |98 | Toxe

AD175 S AGAGACAATGGATGCTCATAGT | 58 | Toxe

Mpumevanune: R = A/G, K=G/T, W=A/T,Y = C/T.

2.4. O6bpabomka lNUP-¢ppacmeHmMoe 3aHOOHyKIIeazaMu pecmpuKkyuu

Ana BbiABNeHWs nonuMmopduamMa B NOCMEeAOBaTENIbHOCTAX  YHUKAIbHbIX
dparmeHToB (CAPS-mapkepbl) ucnonb3oBanu 3HAOHyKreasbl pectpukunn Tru9l, Alul,
Taql, Rsal, Haelll, AspLEl, Hpall, Hinfl, PspN4l, BstDEIl, Bst4Cl wn BstFNI
(npomssoacteo Cub3H3MM, Poccus). CanTbl y3HaBaHMS BCEX NepPeYnCrEHHbIX
EPMEHTOB COCTOAT U3 4 N.0. (MU SKBMBANEHTHbLI MO CBOEN CneunduyHOCTM 4 n.0. C
y4eTOM BbIPOXAEHHbIX Hykneotnaos) (Tabn. 5).

Mpn noctaHoBke pacwenneHna [MLP-npoaykToB SHAOHYKNeasamu pecTpukuumn
nosiydeHHbln B pesynbtate [NLUP amnnudukaTr HaHoCMNM Ha araposHbii refb u
nogsepranu anektpodgopesy (CM. Hwxke) ans onpegeneHus konudectea [OHK B
obpasue. B 3aBMCMMOCTM OT KOHUEHTpauun ndydaemoro parmMmeHTa B amnnudukaTe

nocrnegHun pasdaBnanu SEevOHN3NPOBAHHOW BOOOM B 2 pas3a unn He pasbasnanu (B
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cnyyae HeBbICOKOM KoHueHTpaumm [OHK). Takke pobasnsnu pekomeHAOBaHHbIN
dupmon-npomnssoautenem bydep OO0 KOHEYHOM KOHueHTpauum 1x. [pu obpaboTke
aHAoHykneason Taql pobasnanu Takke pactesop BSA (10 mr/mn). Peakunto nposoannm

NP1 pekomMeHaoBaHHOW Npou3BoauTenem Temnepatype (Tabn. 5)

Tabnuua 5. NapameTpbl 3HOOHYKNea3 PeCcTPUKLMMK, UCMONb30BaHHbLIX B paboTe.

HasBaHue CanT y3HaBaHug Temnepatypa, °C Bydep
Alul AGACT 37 Y
AspLEl GCG”C 37 O
Bst4ACl ACNAGT 65 Y
BstDEI CATNAG 60 G
BstFNI CG"CG 60 Y
Haelll GG"CC 37 G
Hinfl GM"ANTC 37 O
Hpall CrCGG 37 B
PspNA4l GGN”ANCC 37 Y
Rsal GT*"AC 37 B

Taql TACGA 65 Y+BSA
Tru9l TATAA 65 W

2.5. ®pakyuoHupoeaHue ppacmeHmos HK
dpakuynoHnpoBaHme dparmeHtoB [OHK nocne amnnudukaumm vunm pectpukumnm

npoBoAMNM MyTeM anekTpodgope3a B arapo3Hom rene. Araposdy pasbasnsnu [o
KOHEYHOW KOHueHTpaumn 1.5-2% Tpuc-OTA-6opaTtHbiM Bydhepom (TBE), Harpesanu
A0 NOSMHOro pactBopeHnsa n gobaesnsnu B pactBop GPOMUCTLIN 3TUAMMA OO KOHEYHOM
kKoHueHTpaumn 0.003%. lNMepen HaHeceHueM Ha renb K amnnudukaty gobasnsnm 10
MK pacTtBopa rnvuepuHa (50%). OnekTpodoperpammbl  BU3yanusnpoBanu B
yNbTpaunoneToBoM M3NYyYEHUU C UCMONb3OBaAHMEM TpaHcunnioMmmuHaTopa ECX-20.M
(Vilber Lourmat) n doTorpacdupoBanu ¢ noMoLLblo UngpoBon poTokamepsl. Pasmep
parMeHTOB  onpedensanun, CcpaBHMBast  anektpodoperpamMmy C  MapKepom
mMonekynsipHon maccel (100bp + 1.5kb DNA Ladder, 100bp + 1.5kb + 3 kb DNA Ladder,

npounssoacTeo Cnb3H3mM, Poccus).

2.6. U3yyeHue aHamomMuu U MUKPOCMPYKmMypbl KI1emok

MaTtepuan ana aHaToOMUYecKoro aHanmsa (anekcbl, Mexaoyanus) ukcuposanu B
BoAHOM pacTtBope aTtaHona (70%). CTpyKTypy u3dyyanu Ha cpesax, BbINOSIHEHHbIX OT
PYKM MAM C MOMOLLbIO POTaLMOHHOrO MMKpoTOMa. B nmocnegHem cnydae nposogvnu
NoAroTOBKY MaTepuana, npoBOAs 4Yepe3 Cepuo  CNUPTOB  MOBbILIAKOLLENCH

KOHLEHTpaumn cornacHo craHgapTtHou Mmetoguke [bapblikmHa wn gp., 2000]. lNocne
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obe3BoxuBaHus obpasupbl 3aknovany B napaguH unm cMecb napaduHa ¢ N4YennHbIM
BOCKOM (4:1) 1 BbINOSMHANM Cpe3bl HA MUKPOTOME. [1ofyYeHHble cpesbl MOHTUPOBanu Ha
NpeAMETHbIX CTeKkrnax, OTMbIBanuM KCWUMOSIOM W OKpawmBann remMaTOKCUIIMHOM MO
HOenacdunbgy [bapbiknHa n gp., 2000]. Cpesbl, BbINOSIHEHHbLIE OT PYKX, OKpalumMBanmu
kKncnoim cnoporntounHom [bBapbliknHa u  agp., 2000]. Cpesbl npocmaTtpvBanu C
NCnonb30BaHMEM CBETOBOIro Mukpockona Laboval 4 (Carl Zeiss, Jena).

[na n3ydeHns CTpoeHus KNeTok anngepmMmca nucta Mcnonb3oBann MeTos pensuk.
[na 9TOro HaHOCMNM Ha MNOBEPXHOCTb NUCTa Npo3payvHbii  Nak And  HOrTew;
00pa3oBaBLUYOCA MMEHKY akKypaTHO MepeHoCUnNM Ha npegMeTHOe CTEeKNo W
MUKpockonvpoBanu  6e3  npeaBapuUTENbHOrO  CMayMBaHWA UMM OKpackm C
MCMNonb30BaHMEM CBETOBOrO MMKpoOckona (CM. Bbiwwe). Bce namepeHus nposogunu He
MeHee 4eM Ha 50 kneTtkax. WM3amepeHus nnowaguM KNeTok nNpoBOAUNM  Ha
KOHTPACTMPOBaHHbLIX MUKpodoTorpadusx (obpabotka B Adobe Photoshop® CS2) c
ncnonb3oBaHMeM nporpaMmmHoro obecnedenns ImageScope M (FEI Electron Optics
B.V.). YuntbiBanu cnegywowme napameTpbl: obwas nnowanb, NepumeTp, Kpyrnbii
koadppuumeHT ¢opmbl (KKP). KKO paccumtaH € MCNonb3oBaHWMEM CTaTUCTUYECKUX
BO3MOXHOCTEN MpPOrpaMmbl Kak OTHOLUEHWE nepuMmeTpa KINeTKM K OMMHE OKPY>XHOCTMU,

3aKnioyaroLLen Kpyr Toum Xxe nnowaamn, no gopmyre:

roe P n S - nepumeTp 1 nnowagb KNeTkn COOTBETCTBEHHO.

JInHenHble nNpomMepbl KNEeTOoK BbLIMNOMHANM C  UCMNOSb30BAaHMEM MNPOrpamMmbl
AxioVision 3.1 (Carl Zeiss Vision GmbH). KoadhdpuumeHt acnmmeTpun npusiMcTHUKOB
paccunTbiBanu no opmyne:

ka — |SL — SR| ,
S, +S;

raoe S; n Sg - nnowaan cooTBETCTBEHHO NMPABOro U NEeBOro NPUIIMCTHUKOB.

Mogcyer umcna  CMMOMOTMYECKMX  KINyOEHbKOB  MPOBOAMM  HA  MATU
NHONBMAOYAINbHbIX PAaCTEHUNAX, BCE OCTarnbHble N3MEPEHNSA MPOBOAMIMN HE MEHEE YeM Ha

10 pacTeHusx.

2.7. CkaHupyrowasi 357ieKmpoHHasi MUKPOCKOMNUS
MaTtepuan ans ckaHupyoLwen anekTpoHHon Mmukpockonun (C3OM) dukcuposanu B
4% pacTtBope rnwTapoBoro anbgernga B 0.025M docatHom 6ydepe (pH 7.0) wn

XpaHunu go nonyroga. PvkcnpoBaHHbI MaTepuan nepeHocunu B 2% pacteop OsOq4 B
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docaTtHoM bydepe. Yepes cytkm 3 pasa npombiBanu gocdaTtHbiM Bydepom u
NPOBOAMMAN 4Yepe3 Cepuo CMMPTOB MOBbLIWAKLWENCH KOHUEHTpauUMnm C  KOHEYHbIM
o6e3BoXuBaHMEM B aueToHe. 3ateM maTepuan cywmnm B xxugkom CO, n MOHTMpOBanu
Ha MeTannuMyeckux umnuugpax (ctonukax). Nepen MukpockonnpoBaHMeM Ha obpasubl
HanbINANM cnnae 30/10Ta M nNannagna B MOHHO-pacnbinnTenbHon yctaHoBke Eiko IB-3.
Mcnonb3oBanu 9nekTpoHHbI  Mukpockon CamScan-S2 (Cambridge Instruments,
BenukobputaHusa) B pexmme «Secondary electron image» (SEI) ¢ yckopsowum

HanpsbkeHnem 20 kB.

2.8. Jlokanu3auyusi Ha 2eHemu4ecKolU Kapme

MoacyeT paccTosHMs Mexay Mapkepamu MpoBOAUNIM € MCMNOSfb30BaHWEM
nporpammbl Mapmaker/EXP 3.0 ¢ npumeHeHneM kaptupytowen yHkuun Kocambm m
noporoBbiM 3HayeHmem LOD-6anna (logarithm of odds) 3.00 [Lander et al., 1987]. NMapy
MapkepoB, Ans KoTtopown 3HadeHne LOD-6Ganna npeBbllwano noporoBoe, cyuMTanm

OOCTOBEPHO CLENSIEHHON.
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3. PeaynbTaTbl 1 06CcyxaeHue

3.1. HeratnBHas perynsauua pasmepon [NAM y ropoxa

OpgHon n3 OCHOBHbIX dyHKUMA TMAM npu HopmanbHOM MopdoreHede nobera
ABMSAETCA COXpPaHEHME MOCTOsIHHbIX pa3mepoB. CneacrBMemM CTabunbHOCTM OCHOBHbIX
napameTtpoB [1AM saBndeTca ¢OpMMpOBaHME HOPMAsribHOMO oOpraHoTakcmMca W B
KOHEYHOM UTOore - HopMarsibHas apxXuTekTypa 0CEBON CUCTEMbI pacTEHUSI.

Kak 6b1510 oTMeudeHo Bbilwe (cMm. «O630p nutepatypbl»), ans Arabidopsis thaliana
nokasaHo, 4TO 9Ta yHKUMS OCYLLECTBNAETCSA 3a CYeT HeraTMBHOM perynsumm
akcnpeccun reHa WUS npogyktamu reHoB rpynn CLV, FAS wn psaga ppyrux.
CneaoctBueM HapylleHUs oTpuuatensHon obpaTHOW CBA3M SBMASIETCA aHOoMallbHoe
yBenuyeHne pasmepos [1AM, npuBogsawee Kk acunaumn. Hwxe paccMOTpeHbl
OCHOBHbl€ 3aKOHOMEPHOCTU MopdoreHesa y hacummpoBaHHbIX (OOpM B CpaBHEHUN C

HOPMOW N OCOBEHHOCTM reHEeTUYECKOro KOHTpona aTon yHkummn NMNAM y ropoxa.

3.1.1. PeHOoTUNMNYECKaAA XapaKTepucTuka pacummpoBaHHbIX chopm

3.1.1.1. Mopghono2usi MymaHmos

Kak n y OonblMHCTBA M3BECTHbIX (PacunMMpoBaHHbIX OPM pacTeHun, Yy
N3y4eHHbIX MYTaHTOB fa, fas, sym28 n nod4 (cm. «MaTepunansl 1 MeToAbl») OTMeYaeTcs
3HayMTenbHOE YyBENUYeHue LWUPUHBLI nobera B OOHOM MMOCKOCTWU, MpuBOAsee K
POPMUPOBAHUIO NIMHENHO YNIOLLEHHOro pebpuctoro ctebnsa. Passutue takoro nobera
npeactaBnaetr cobon pesynbtat gedopmaumm dopmbl NMAM ¢ nonycdepudeckon y
dopM AuKOro Tuna Ha rpebHeBuaHYO Yy MyTaHTOB (puc. 7). B HekoTopbix crny4vasx
npoucxoauT uarnbaHne yBenuMYEeHHOW MepucTeMbl, npuBogsillee K (opMMpoBaHMUIO
nobera ¢ nogkoBooGpasHbiM ceveHnem. W3peaoka mepuctema npuobpeTtaeT Bug
3aMKHYTOro Kosblua, HapacTawwero kpasmu (puc. 7E) n patowero Hayano nobery ¢
OBYMSA  Kpyramu  NPOBOLSAWMX  3MIEMEHTOB  (CM.  HWXKe), KOTOPbIN  MOXHO
NOeHTUPUUMPOBATL Kak haCcLMMPOBAHHBLIN MO KOMNbLEBOMY TUMY.

3ayacTylo eguHbIni MepucTemMaTUMYeCcKMi MacCuMB pacnajaeTca Ha oTAerbHble
KOHYyCbl HapacTaHus (MHOrga HeoTNUYMMblE OT HOPMarbHbIX), B pes3ynbTaTe 4ero
KaXabl U3 BTOPUYHbIX KOHYCOB (DYHKLUMOHUPYET Kak He3asucumas NAM. XapakTepHo,
4TO NoJoBHOE yBenuMYyeHne Yncra ocen, Kak NpasBuro, BHenasyLwHoe 1 npeacrasnseT
cobon pesynbTaTt gedacunaumn, T.e. pasgeneHne Hekorga eanHon dacumMmMpoBaHHOM
MepuUcTeMbl HA aBTOHOMHbIE 3fieMeHTbl. ABTOHOMU3aLMs OCEBbIX CTPYKTYP, BEPOATHO,
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CTaHOBUTCS BO3MOXXHOW MO AOCTUMXEHUN HEKOTOPOW KPUTUYECKOM BENMYMHLI pasmMepa
NMAM. ®opmupoBaHmne yBenuyeHHoOW, T.e. pacUMMPOBAHHON MEPUCTEMbI MOXET, Kak
KakeTcd, NPOUCXOANTb ABYMS MYyTAMWU: B pe3ynbTaTe CrUSHUSA HECKOMbKUX Mepuctem
UNU paspactaHus e€AMHCTBEHHOMW, Kak B m3ydYaemom npumepe. B nwbom cnydvae
MepucteMa MOXeT dopMMpoBaTb (MM COXPaHATb) HECcKonbko Gonee wnn MeHee
CaMOCTOATENbHbIX LIEHTPOB, KOTOpble MOryT ObiTb pasgeneHol B pesynbTaTe
aedacumnaumm (puc. 5). YMeHbLLeHe pa3MepoB hacLuMMpoOBaHHON MePUCTEMbI 3a CYHeT
npouecca, obpaTHOro paspacTaHuio (MOCTENEHHOro «yracaHusi») eaBa N BO3MOXHO -
Nno KpamHen mepe, Nogo0HbIE SIBMEHUS HE ONUCaHbl B OCTYNHOW nutepaType.
3HaunTENbHLIN MHTEPEC NPEACTaBMsAET NMCTopacnonoXxeHne (unnoTakcuc) y
dacummnpoBaHHbIX bopM. B Hopme ona Pisum sativum, Kak 1 ona MHOMMX TPaBAHUCTbIX
6060BbIX, XapakTepHO ABYpPsSAHbIN hunnotakcuc (puc. 6A). Y dacummpoBaHHbIX hopm
HabniogaeTcs yBenvyeHne 4ymcna fMcTbes B y3ne 00 ABYX-TpeX (B pedkux cryvasx - 4o
nsaTn). VIMEHHO HapylweHus unnoTakcuca sBnSOTCA  HaAEXHbIM  NPU3HAKOM,
MO3BOMAKOLWMNM  HAOAEXHO  UOEHTUUUMPOBATL  aHOMarbHble  pacTeHus B
pacwennsaowmxca nonynaumax rmbpuaos wunv Npyv  BblpaliMBaHUM B YCIOBUSIX
Tennuubl, Koraa nposiBNeHns dacumaumm mMoryT 6biTb 3Ha4nTENBLHO ocnabneHHbIMu. B
npegenax dopmupylolleroca ysna wuHorga Habniopaetcs obpasoBaHWe NUCTbLEB
aHOMarnbHOro CTPOEHUA - OT OObeAMHEHMS MPUIMCTHUKOB A0 CAUAHUS PaxMCOB Ha
BCEM npoTseHun. Hanbonee npumedateneH ToT pakT, 4TO obpasylolmecs rpynnbl
NNCTbEB COXPaHSAKT OBYpPsiAHOE pacrnofnioxeHne Ha ocu nobera (puc. 6B). Tonbko B
BepxHen 4actm nobera oOTMeYaeTCsa HapyleHue 3TOM  3aKOHOMEPHOCTU C
yMEHbLUEHNEM Yyrria noBopoTa npumepHo Ao 120°. MyToBku 06bI4HO pacnonaratTcs Ha
NAOCKOW CTOpPOHE (pacuumpoBaHHOro cTebns, XoTa B BepxHem 4yactu nobera Moxet

HabnaaTbCs OTKNOHEHNE.

Puc. 5. Bo3MOXHble MexaHu3Mbl
A BO3HUKHOBEHUS yBeNUYeHHON

(cbacummpoBaHHOM) MEPUCTEMBI.
HopmanbHas mepuctema (A) cnocobHa
yBenuMunBaThbCs, AaBas Hayano
dacummpoBaHHo Mepucteme (B), koTopas B
pe3synbrate pAedacumauum MOXET YacTUYHO
pasgenateca (). Coctoanune I moxeT ObiTb
r Takke pe3ynbTaToM  HEMOSIHOro  CrvsHUSA

HEeCKONbKMX HOpMarnbHbIX Npumopanes (B).
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CornacHo coBpeMeHHbIM NMpeacTaBneHnsMm 0 opMmMpoBaHnK unnoTakcmnca, npm
3akKnagke nucTtoBoro npumopaust opMmpyeTcsa 30Ha MHrMbupoBaHus, B npeaenax
KOTOpOW 3aknagka nocriegylowmx npyumopamneB HeBo3MoxHa [Reinhardt, Kuhlheimer,
2002; Reinhardt et al., 2003]. CoxpaHeHue ABYypSAHOCTM AN rpynn NMUCTbEB NO3BONSET
npeanonoXuTb, YTO BCE JUCTbA B COCTaBe rpynnbl WUCXOAHO 3aknajblBaloTcs B
npegenax eguHon obnactu pasmeTku (bnacto3oHbl, TepmuH C. Gourlay ¢ coaBTopamm
[2000], cm. «O630p nuTepaTypbl»). Takum obpasom, Npu acumaumm ysenuveHve
pa3MepoB 6nacTo30HbI MPOUCXOAUT NPONOPLMOHANbLHO yBenuyeHuto pasmepos MNAM.
YBenunyeHHasi 6r1acto3oHa MOXET AaTb Hayaro HECKOSNbKUM FINCTbAM, HO OBYPSAHbIN
dunnoTtakcmc Ansi 6rnacTto30H COXpaHAeTCs (3TO MOXHO BMAETb C MNPUMEHEHUEM
METOOO0B 9MEKTPOHHOW MuKpockonun, puc. 7). Jlnctba cnocobHbl B TOW WMAW WHOW
CTeneHn cpacTtaTbCs (MM paclennaTbCa - B 3aBUCMMOCTU OT HanpaBrieHUsl NpoYTEHNS
psga) unnm M3MEeHATb B3aMMOPACNoSiIOXKEHWe, pacnpenensdsacb No BepTUKanu 3a cyeT
npoueccoB pacTsikeHnda. B nonb3y nocnegHero obctoaTenscTBa CBUMOAETENBLCTBYET TOT
gakT, 4TO 3ayactylo HabnwgaeTca  cpacTaHWe  NPUUCTHUKOB  JIUCTbEB,
pacnonoXeHHbIX Ha pa3HOW BbICOTE, HO BMECTE BMUCHIBAKOLLMXCA B O4HY ©NacTO30HY.
Y dacummpoBaHHbIX pacTEeHUM TakKe MOXeT HabnogaTtbCs cpacTaHme HEeCKOMNbKUX
nasyLHbIX LBETOHOCOB OAHOro y3na. B oTaoenbHbIX crnyyasx OTMeYaeTcsl cpacTaHue
LUBETKOB B pPasfM4yHOM CTENeHn - OT MNPOAOSIbHOMO CpacTaHus LBETOHOXEK C
COXpaHeHMeM He3aBMCMMOCTU LBETKOB 4O HEMOCPEACTBEHHOrO 06beaMHEHNA OpraHoB

HECKOJMbKNX LUBETKOB Ha OOHOM LBETOJ10Xe (CM. TakKxXe pasgen «Pacumauyms Ll,BeTKa»).

1) (feo

Puc. 6. dnarpammbl noberos pacteHunn gukoro tmuna (coptT HemunHoBCKnn-766, a)

n pacunmnpoBaHHbIX MyTaHTOB («LUTamboBbIn», 6). YCrnoBHble 0603HaYeHNsa: ~— -

nNUCT, > - NpUNUcTHUK, O - ocHOBaHMe NasyLLHOW KUCTH, - oCb nobera.
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Puc. 7. CTpykTypa anvkanbHOW MepuUCTeEMbl pacTeHun copta HemunHoOBCKMIN-766
(a-B), myTaHTa «lLTamboBbIn» (r-e), copta Rosacrone (k-1) 1 nuHuun «JlronuHona» (K, n)
Ha panuyHbix cTaguax. CTpenko nokasaHbl: BXOOHOE OTBEepCTME LeHTpanbHOWu
nonocTn dacummpoBaHHoro nobera (e), aHomarnbHbIi uUBeTOK (n). MacwTabHas

nuHenka: a, 6, X, k — 100 Mkm; B, A, €, 3, n, N — 300 MKM.
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HapylieHvne ABypsSiAHOIO NUCTOPACTONOXEHUs B BEpXHeW 4actu nobera Moxet
ObiTb OOBACHEHO TeMm, YTO [OuamMeTp 30Hbl MOAABMEHUs BOKPYr  Kadoro
HOBOOGPAa3yoLLErocs NUCTOBOro MpuMopaus (B AaHHOM Criyvae Aatollero Havarno
HECKOIMNbKMM NUCTbSIM y3ra) OCTaeTcs KOHCTaHTHbIM, B TO BpeMsi kak [MAM nocTosiHHO
yBENMUMBAETCA B pasMepax. Takum obpas3om, Ha onpeaeneHHon cTaauu pasBuUTUS
CTAHOBUTCA BO3MOXHbIM 3aroXeHue nocneayoLllero nMCTOBOro NpuMopaus He
HanpoTUB npegblayliero, a B WHOM MOMOXEHUW. OTU [AaHHble MOryT CRyXWTb
AOMNONHUTENbHBLIM [0Ka3aTeNbCTBOM HEU3MEHHOCTM AMaMeTpa WHrMOUpYoLWEn 30HbI

NPMMOPAMS B XOA€E XXMU3HN pacTEHUS.

3.1.1.2. AHamomus pacyuupoeaHHbIX MymaHmos

B pesynbTate npoBedeHHbIX WUCCReAoBaHWM MOKasaHo, YTO YXe B 3nukoTune
hacuMMpOBaHHbIX POPM MO CPABHEHUIO C AUKUM TUNOM YBENNYEHO YNCIIO NPOBOAALLMX
nydykoB (puc. 8b). B panbHenwem 3a cyeT 3aKknagku AOMONHUTENbHBLIX TSHXKEWN
npokaMbust YMCMo Ny4KOB 3HAYMTENBHO yBENu4YMBaeTcs, gocturas 60-80 (pexe Gonee);
Ans HedaCUMMPOBAHHLIX PacTEHUW XapakTepHo pa3sButue 15-20 nyykoB B cpeaHemn
yacTtu nobera.

KomntoH [Compton, 1911] yaenun 3HauuTenbHOE BHUMaHWE aHATOMUYECKOMY
CTPOEHUIO BEPXHUX MEXA0oy3num acuuupoBaHHoro nobera, AnNd KOTOpbIX B psae
Cny4aeB XapaKTepPHO Hanuyne ABYX KOHLEHTPUYECKUX KPYrOB NPOBOAALLMX NYyYKOB; Npw
9TOM KofnsiaTeparnbHble NyYKn BHYTPEHHErNO Kpyra MHBEPTUPOBAHBLI: Kcunema obpalleHa
Hapyxy, a drnoama BHyTpb. [lpu BCKpbiBaHUM CcTebNs HEO4HOKPATHO OTMeYanocb
HannuMe KOHYCOOOpa3HOW CTPYKTYpPbl, «BIOXEHHOW» B OCHOBHOM nober u B
anukanbHOM YacTu npupacTaroLLen K Hemy.

MpegnonoxmntensHo, NogobHoe siBfeHne MOXET OblTb CBA3aHO C 0COBEHHOCTAMMU
dyHKumMoHuposaHna [NAM dacummpoBaHHbIX pacTteHun. Ha paHHux crtagmax [NAM
MYTaHTOB MMeET BUA Banuka, COXpPaHSAOLLEro CBOK LEeNOCTHOCTb. B nepuoa uBeTeHns
M NNOOOHOLWIEHNUST MepucTeMa 3Ha4YMTENbHO paspacTaeTcsa U MOXeT wusrnmbatbces,
npuobpeTtas NogKkoBoobpasHyo UNKU, NpyU MOMHOM 3aMblKaHUMK, KOSbLUEBUAHYIO hopMy
(puc. 7U). YBenunyeHHas MepuctemMa, Kak u B criydae ¢ rpebHeBuHbIM paspacTaHuem,
dYHKUMOHaNbLHO cnocobHa K pasgeneHnto nytem gedacumauuun. HapacTtaHue
KONMbLEBUOHON MepUCTEMbI onpedendeTr B LULenoMm pocT nobera. BHyTpeHHAs
NMOBEPXHOCTb «BHYTPEHHEN» CTPYKTYPbl OKa3blBAETCSA TOMOJSIOTMYHOM  HapyXHOW
NOBEPXHOCTN HOpPMarbHOro (HedacumMmpoBaHHOro) ctebnsi, 4To OTpaxaeTca B ee

aHaTOMWYECKOM CTPYKType - pasBuBalOTCA anuMaepMuc, yctbuua u T.4. [omonorus,

58



04YEeBMOHO, HEMOMHa - Hanpumep, pasBuUTUS (USIOMOB Ha 3TOW MOBEPXHOCTU He
npoucxogut. lMonocte mexay OBYMS Kpyramum MNpOBOAALMX MNYY4KOB GPOpPMUPYETCH
Takum e nyTem, Kak W BO3dylHas NOfocCTb HopmanbHoro nobera, T.e. npu
paspyLleHnm cepaueBMHHON NapeHXMBbI.

N3y4yeHne aHaTOMMYECKOM CTPYKTYpPbl MYTaHTOB B CpaBHEHMM C PaCTEHUSMMU
AVKOro Tuna BHOCUT onpeaeneHHbl BKag U B NOHMMaHMe npobnembl (hopMmnpoBaHns
dunnoTtakcuca y acummpoBaHHbix ¢opMm. [Ons nocnegHuUx XapakTepHO Hanuvyue
YyeTbIpex KPYMHbIX MPOBOAALLMX NMYYKOB FIMCTOBOrO crefa B CKriepeHXUMHon obknaake,
npugarowmx BcemMy CTeBNM0 B  CEYEHUN  HESCHO-YETbIPEXTPAHHYK, MeCcTaMmm
nepexoasLuyto B okpyrnyto, dopmy [Makawesa, 1979]. na dacunmpoBaHHbIX hopm
XapakTepHO 3HauYuTerbHOe YBeNnuyeHne Yncna npoBogsaLmnX NyykoB, B pesynbTaTe 4Yero
ctebernb cTaHOBUTCA ynnoweHHbIM (puc. 8), ¢ rpybo-pebpucton NnoBepxHOCTLIO. YacTb
N30bLITOYHBIX MNPOBOAALMX MYYKOB YHKUMOHUPYET B KavecTBe [OOMNOSTHUTENbHbIX
My4YKOB NIMCTOBOrO crnefa, Yto OTYETNIMBO BMAHO NMPU U3YyYeHMM HOOarbHOW aHaTOMUK

dracummpoBaHHbIX

pacTteHun (puc. 8).

Puc. 8.

TpexmepHas

PEKOHCTPYKLNS

npoxoXxXaeHunA

NPOBOASALLMX 3NEMEHTOB

y3ne acummpoBaHHOro

1 =
a 3 S
2 pacTeHuns (a) Ha

OCHOBaHWM CTPYKTYpPbl CPE30B Ha TPeX YPOBHSX (6, B, T). YepHbIM LBETOM BblAENEHbI
MNYYKW, WHHEPBUPYIOLLME FUCTbS, CEPbIM — MPUIUCTHUKN. OpMHAKoBbIMK Ldpamm
0603HayYeHbl cpe3bl OAHUX M TeX XXe 3NEMEHTOB Ha pasHbiXx YpoBHsIX. MacliTabHas

nuHenka 1 Mm.

Ha cxeme cpe3oB OBOWHaA nNnHMNA - annaoepmMmnc, 4epHad 3aliMBka - KOJU1EHXMMa, LUTPpUXOoBKa -

KCcunema, ottouvume - cbnoama.
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3.1.1.3. Pasnu4us 8 nposiesieHUU ¢hacyuayuu y usyvyaembix JTUHUU

XOoTa OCHOBHble 0OCOBEHHOCTU (pacuMMpPOBaAHHBIX pacTeHMA  (YNMOLLEHHbIN
ctebenb, HapyLEeHMA NUCTOPACTNONOXEHUS, YKOPOYEHNE MEXO0Y3NNN B BEPXHEN YacTn
nobera) CxogHbl Y BCEX M3YYEHHbIX JIMHUA, OTMEYalTCa onpeferieHHble pasnvyus B
CTENeHW BbIPAXEHHOCTNU 3TUX 4epT. W3ydeHMe nposABMEHNA KONMUYECTBEHHbIX
NPU3HAKOB (LUMPUHA MEXOOY3nus, NpeaLlecTBYOWEro nepBoMy penpoaykTUBHOMY
y3ny; MOpPsiAKOBbIA HOMeEp MNepBOro ysna C HapyweHUAMU FMCTOPacrofioXeHNs)
NnokasbIBaeT, YTO uU3y4yaemble (popMbl pacnpenenstotTca B Ase rpynnbl (puc. 9). JInHuu,
MapKMpOBaHHbIE MyTauuen fas, XxapakTepusyrTCa CUITbHO YMIOLWEHHbIM cTebnem wm
HapyweHusaMn  dunnotakcuca. PakTtndeckm OOHOCTOPOHHWE  Tpynnbl  JNINCTLEB
dOpMUPYIOTCH, HaYMHaAa C nNepBoro ysna, T.e. OAHOBPEMEHHO C MOSABMEHUEM
HOpMarnbHbIX NUCTLEB. Y (POPM, Hecywmx MyTaumm fa nnu sym28, Bce NposiBrEHUs
dacumaumm 3Ha4YnTENbHO OcnabneHbl N CTAHOBATCS OTYET/IMBO 3aMETHbIMU TONbKO Ha
BEPXHUX Mexaoy3nuax. McknoveHne coctaBndaet nuHusa «JlonuHomay (det fas, cwm.
HUXE), Y pacTeHUMN KOTOPOW HapyLUeHUs NMCTOpacrnonoXeHus HabnogalTcs, Kak
npaBuno, Ha O4HOM M3 NEPBbIX U 3aTeM Ha BEpXHUX yanax, B cpefHen 4actu nobera
dumnnotakcmc 6e3 oTknoHeHun. OTMeYeHHble pasnuuus B NPosiBAeHuU dacumaunm
COXpaHAKTCA gaxe B HebnaronpusTHbIX YCroBUAX (Hanpumep, B OYEHb CyXOoe NeTo

2007 roga, npu HegocTaTKe CBETa UK 3TUONALMK).
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Puc. 9. PacnpegeneHue nsyyeHHblx oacumMmpoBaHHbIX (oOpM MO KOSIMYECTBEHHbLIM

npu3Hakam. [MosicHeHns B TeKCTe.
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HemanoBaXHO OTMeTUTb, 4YTO reH FA B 3Ha4yUTENbHOMW CTENEHW NoaBepXKeH
MOANULMPYIOLLEMY BITUSIHUIO CPeabl U, BEPOSATHO, APYIMX FEeHOB. Tak, B NOMNynsumsax
F2 oT ckpewmBaHusa copta Rosacrone ¢ pasnnyHbiMn HehacLuMMpoBaHHbIMK COpTaMn 1
NMHUSIMN TOMO3UTOTHBLIE MO MyTauuK fa pacTeHus, kKak NpaBuno, NPeacTaBnanT cobown
LUMPOKUM CrnekTp opM OT TUMUYHO pacuMnMpoBaHHbIX A0 (POpPM CO 3HAYUTESIBHO
ocnabneHHbIM NpPOSABNEHNEM npu3Haka (Hanpumep, C OKpyrnbiM cTtebnem, Ho
M3MEHEHHbIM 4YMCIIOM §NUCTbEB B Yy3nax). B OGonbwumHCTBE crnyvaeB yaaeTca
OAHO3HA4YHO onpeaenuTb eHoTun rmMbpmnaoe, YacTb KOTOPLIX, OAHAKO, MOXET ObiTb
naeHTnduumpoBaHa HeBepHO. VIMEHHO 3TMM OOCTOATENLCTBOM MNPEeaAnoSiOKUTENbHO
0OBACHATCA OTKMOHEHNA OT pacwennenua 3/4:1/4 B rmbpuaHbiX NONynaumnsax,
NOMyYeHHbIX NPY CKpeLLMBaHMM hacLMMpoBaHHbIX U HOpManbHbIX hopm B psage pabor,

- Hanpumep, [Lamprecht, 1952].

3.1.1.4. ®acyuayuss usemka

Ansa Toro 4TobbI KNaccuguumpoBaTtb Habnaaowmecs y acummpoBaHHbIX OpM
ropoxa HapyleHUs CTpOoeHus uBeTKa, Obino npoBegeHo o0606weHne [aHHbIX
OOCTYNHON nuTepaTypbl U pe3ynbTaToB OpPUrMHaNbHbIX HabGMOAEeHUN, Kacatomnxcs
dacumnaumm uBeTka y pasnnyHbiX NOKPbITOCEMEHHbIX.

lMokasaHo, 4YTO B OOMbLUMHCTBE W3BECTHbLIX CIyYaeB, UHTEPNPETUPYEMbIX Kak
dracumnaums uBeTka, YNCHO KPYroB U UX MONOXEHUE COXPaHAKTCA HEU3MEHHbIMU MO
CpaBHEHMIO C AMKMM TuUNoM. OOHUM M3 UCKITIOYEHUMN MOXHO cyuTaTb MOsIBIIEHME
OOMNOSTHUTENBHOIO BHYTPEHHErO Kpyra nrOAOSIMCTUKOB B LBETKax MyTaHTOB clv
apabungoncuc [Shannon, Meeks-Wagner, 1993; Clark et al., 1993], T1.e. nponudepauns
ocu uBeTKka. B oTgenbHbIX cnyyasx nponudepaunsa ocyn npu gpacumaumm MoXeT HOCUTb
3HaUMTENbHbIN XapakTep: OCb LBETKa npoaosrmkaeTcs BeretatuBHbIM noberom [Clark et
al., 1993]. B uenom npu gacuymnaymm 4icno, nocrnenoBaTesibHOCTb U NOSTIOXKEHNE KPYroB
OpraHoB HE N3MEHSIOTCHA B CPaBHEHMM C HOPMarbHbIMU LIBETKAMW, YTO MOXHO CuMTaTh
AOCTaTOMHO HaAEeXHbIM OTMIMYMEM OT WHbIX aHoManuh (Hanpumep, roOMeo3UCHbIX
MyTauum).

Heckonbko 60nblUyl0 CNOXHOCTb MNPEACTaBnsieT pasrpaHMyeHMe npoLeccoB
YBENMUYEHNA 4YMCMa OpraHoOB B LBETKE B pe3ynbTaTe W3MEHEHUsI MEPHOCTU U
Bcrneactene dacumauun. lNpakTnyeckn HEeBO3MOXHbIM OKa3blBaeTCs onpeaenvtb, B
Kakux crydaax yeenuveHue nopanbHOM MepucTeMbl MNPUBOOUT K WU3MEHEHMUSIM
MEPHOCTW, a B Kakux - K chacumaumn. Mo BCern BMAMMOCTU, ITO CTaHOBUTCHA Bonee

MOHSATHBLIM MPWU U3y4YeHUn nonmMMopduramMa CTPYKTYpbl LBeTka Ha Bblbopkax. Crnydawm,
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Korga 4mcrio OpraHoB LBETKa YBENNYMBAETCH, MPEBOCXOAA XapaKTepHbIN A9 HOPMbI
AnanasoH, MOryT ObiTb MHTEPNpPEeTUpOBaHbl Kak dacumaumsa (XoTa O4YEBMAHO, 4YTO Yy
PacuUMMpPOBaHHbIX pPacTeHW, MOMUMO aHOMasrbHbIX LBETKOB, MOryT BCTpeyaTbCs
HOpMasbHbIE UM NOYTM HOpMarbHble). Kpome Toro, onst hacumMmpoBaHHbIX OpraHoB B
LilefIOM XapaKTepHbl MpOrpeccupytome n3amMeHeHust (3a cHeT NOCTENEHHOro YBENUYEHNSA
pasmepoB mMepucTtembl). [lpy  KonuyecTBeHHOM 0OpaboTke nuTepaTypHbIX W
OpUrMHanbHbIX AaHHbIX ObiN nogcumTaH uHaekc k no cgopmyne: k = N¢/Nw, roe Ny -
4YMCNO OpraHoB OOHOro TMna B PacUMMPOBAHHbLIX LBETKax, @ Nyt - TO e B LBeTKax
pacteHmi gukoro Tuna. Ha npusegeHHom rpaduke (puc. 10) BUOHO, YTO M3MEHEHUS
HOCAT MpOrpeccuMpylomin xapaktep, K Haumbonee noaBepPXEeHHbIM hacumaumnm
oKasblBaeTca rvHeuen. B uBeTkax Xe C U3MEHEHHOW MEPHOCTbIO YyBenuyeHue (Mnw,
HaNpPOTMB, YMEHbLUEHNE) uYucna opraHoB OObIMHO MNPOUCXOANT BO BCEX Kpyrax
cornacoBaHHO (BO3MOXHbI UCKIOYEHMUS, Kak, Hanpumep, y Physocarpus opulifolius L.
[CuHtownH, 2010]).

3HadeHMe K
=

gl —— L escilentim

1 (copT Trucker's
Delight)
—— | escuientum

1 {(copT Colossal)
—i— A thaliana chl-4

== A cepa
D L L L L
Y n/nno T Mn —k— N gbacum
O 5 viigaris
OpraH (copT Paul Hariot)

Puc. 10. 3HayeHusi Kk B UBETKax pPasfUYHbIX BMOOB MO OPUIMHANbHbIM W

nuTepaTypHbiM gaHHbIM [Zielinski, 1948; White, 1948; Kayes, Clark, 1998].

Tak kak uBeTkn Syringa vulgaris cv. Paul Hariot obnagatot neTtanougHeiM aHapoLeem, npu
noAcyeTe y4YTeHbl TOMBbKO YWUCIIO YaLIENUCTUKOB M NENECTKOB HapyXHOro kpyra. Y, yawenuctuku; Jl,

nenectku; JIMO, nenectku npoctoro okonouseTHuka (y Allium cepa); T, TelunHKY; 1, NNOAONUCTUKN.

Hanbonblyo CNOXHOCTb NMpU UHTEpNpeTaumm aHOMarsbHbIX CTPYKTYP Bbi3blBaeT
pasrpaHuyYeHne WUCTUHHOMW (pacumaumm (paspactaHus eOVHCTBEHHOro anekca) wu
cpacTaHusi HeCKONbKMX anekcoB B eguHbln MaccuB. Cama uvgeda nogobHoro
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pasrpaHuyeHuns, BNpo4vem, nopsepranacb KpuTuke, Kak mckycctBeHHas [Clark et al.,
1993]. CnusiHMs UBETKOB nNpencTaBnsalT cobor [OCTaTOYHO pacnpoCTpaHEHHOEe
ABNeHne n 0coBeHHO XapakTepHbl AN MHOrOUBETKOBbIX COLBETUW C MNAOTHbIM
pacrnonoxeHnem uBeTkoB. K HMM [O/MKHbl ObITb OTHECEHbl HEKOTOpble TUMbI
nceBAaHTMEB - Kak, Hanpumep, onucaHHble CokonoBbiM ¢ coaBTopamu [Sokoloff et al.,
2006] y pasnunyHbix BngoB Potamogeton L. B page cnyyaeB cpacTaHust MoryT ObiTb
OTNNYeHbl OT UCTUHHOW dpbacumaumm uBeTKa Mpu U3yYeHUM aHaTOMUUN LBETOHOXKM,
KOTOpasd B TakMX CUTyaumsax Yalle BCero ynrolleHa WM OTY4eTNMBO cOoCTaBfieHa U3
HECKOMNbKUX.

Kak yxe ObINno ynoMsaHyTO, LBETKM W3BECTHbIX acLMMPOBaHHbIX MYyTaHTOB
6060BbIXx HOpManbHbl. Crydan cpactaHusa («connationy») LBETKOB B 3TOM CEMEWNCTBE
TaKkKe npakTu4eckn He onucaHbl. VIameHeHust 3uroMoppHbIX LIBETKOB MpeacTaBnsioT
onpeferieHHbIn  UHTepec, W U3y4eHue UX CTPYKTYpbl MOKasblBaeT, 4YTO CTeneHb
cpacTaHuMsi LUBETKOB B COCTaBe [MCEBAAHTMS MOXET ObiTb pasnuyHon (puc. 11).
«YCNOXHEHHbIE» LBETKN Yy pasnnyHbiX BUAOB Lupinus Obinn onucaHbl B pabote A.U.
AtabekoBon [1959]. N3 HMX copMUpyOTCA NNogbl U3 HECKOMbKUX MAOAO0NIUCTUKOB,
YacToO pa3BUTLIX B pasnunyHon cteneHu. o Bcen BUOAMMOCTU, UMEHHO O cpacTaHuAaX
NnOeT peyb B cnyyae coBOeHHbIX 6060B y dacunmnmpoBaHHoro mytaHta cou [Albertsen et
al., 1983].

CxogHble ¢ onMcaHHbIMK Y MOMMHOB CTPYKTYPbI MHOr4a obpasyloTcst B COLBETUSAX
dracunnpoBaHHbIX MYTaHTOB ropoxa (puc. 11) - Hanpumep, Hambonee 4acTo OHMU
BCTpeYalTcs Yy [OBOWHbIX MyTaHTOB det fas (nuHua «JlionuHomnay). Y atux dopm
dacumnaums nobera coyeTaeTca C TepMUHanNM3aumen nasywHoro couseTtusi (bonee
nogpobHo mopdonormsa  Takux Gopm onmucaHa B pasgene  «CoxpaHeHue
HegnddepeHunpoBaHHoro  coctosiHua  [TAM»). B oTgenbHbIX — criydadx — uMx
WMHTepnpeTaumsa Takke HeoveBUAHa M3-3a HOPMAaribHOIO CTPOEHUS LBETOHOXKM (puc.
11M).
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3.1.1.5. MpodykmueHocmb ¢hacyuupo8aHHbIX hopM

XO038NCTBEHHAs LEeHHOCTb dhacumaumn y pasnunyHblX KynbTyp HeoguHakoBa. Tak,
HacneacTBeHHble PopMbl pacumaumm LBeTKa 3akpensneHbl y copToB kuBu (Actinidia
sinensis Planch.), TomaTtoB (Lycopersicon esculentum L.), kak oeKkopaTuBHbIN NPU3HaK -
y cupenn (Syringa vulgaris L.). ®acumaumio nobera paccmaTpuBalOT KaK LIEHHbIV
npusHak y rpeymxun [[etenuHa, KapgbipoBa, 1998], xoTa B HacTosiwee Bpemsi HeT
PaOHMPOBAHHbBIX COPTOB, MapKUPOBAaHHbIX 3TUM MpPU3HAKOM. Y ropoxa B pa3sHble
nepvoabl BpeMeHW Obinn co3gaHbl HEMHOrOYMCIEHHblE (hacLUMMPOBaHHbIE copTa
(Bulawa B lMonbwe, Ornaments, Rosacrone n Golf B NepmaHuun, Novella B CLUA,
LWramboBein 2 B CCCP), HO pacnpocTpaHeHWe UX orpaHuMyeHo. YacTb HacTosiwero
nccnegoBaHMs MOCBSILLEHA OLUEHKe NPOAYKTUBHOCTU  hacLUMMPOBAHHbBIX JIMHUMKA B
CpaBHeHUN C KOHTponeMm. B kayecTBe KOHTpons 6bin BbiOpaH copT HeMynHOBCKMIN-766,

ABNSAOLLNNCS NCXOOHOWN

Ynucno 6060B c 0gHOro pacTeHus, WT .
dopmon  Ansa MyTaHTa

14 «LtamboBbIny.
12 o PesynbTarhl noacyeToB
10 -

o | T _i_** (naHHble ans cesoHa 2006
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NMoKasbIBaET, YTO pasnmuuns
MO YWUCIy CEMSH C OOHOro pacTeHus (Hambonee 3HAYNMbIA KOMMOHEHT MPU OLEHKE
YPOXXanNHOCTN) HEeLOCTOBEPHbI, HECMOTPS Ha 3HauYummo 6Gonbwee 4ucno 6o06oB cC
pacTeHust y MyTaHTa. OTO NPEMMYLLECTBO KOMMEHCUPYETCA MEHbLLUNM YNCIIOM CEMSH B
606e y dpacummpoBaHHOW POpPMbl - 3Ta OCOBGEHHOCTb MpucCylla BCEM W3YyYEeHHbIM
NUHUAM, MapKUPOBaHHbLIM MPU3HAKOM dacumnaumm, BHe 3aBUCUMOCTU OT reHoTuna.
JinHna P64 pocTtoBepHO MpeBbIlaeT KOHTPONb MO YUCY CEeMSAH C pacTeHus U
HEe3Ha4YMMO - MO 4Yucny cemsiH B 606e, 0QHAKO XapakTepu3yeTCsi OYEeHb MESTKMMM
cemeHamn. Pasmep cemsiH SIBNSIETCA NPU3HAKOM CO CIOXHbIM TEHETUYECKUM U
CpenoBbIM KOHTPOSMEM, OAHAKO TeHAeHUMs K obpaTHOM 3aBMCUMOCTU Maccbl CEMSIH OT
NX KOSIMYECTBa Ha pacTeHMe NMPOCeXmnBaeTcs oT4eTNNBO. Bbicokas NpoayKTMBHOCTL B

coYeTaHuMn C runepHoaynsaumMen MoxeT ObiTb pacueHeHa kak nepcrnekTMBHOEe CBOMCTBO
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y MyTaHToB Sym28. O4eBMOHO, YTO ANA OQHO3HAYHOro 3aKMYEHUS] O MPaAKTUYECKOn
3HA4YMMOCTK TOrO WM MHOTO reHoTuna Heobxoaumbl HabnogeHns B Bonee LNMPOKOM
AnanasoHe yCrioBUN.

OCHOBHbIM HegoCTaTKOM  (PacUMMPOBaHHbLIX (POPM B KayeCTBE WCXOOHOro
MaTepuana B CenekuMM ropoxa CUYMTalT HU3KYHD YCTOMYMBOCTb K MOMeraHuio
[Mapuwkypa, 1968]. NonesBble Habn4EHMS NOKa3bIBAKOT, YTO NPU O4HOPSIAHOM NOceBe
BCE WM3yYeHHble (DOPMbI CKIMOHHbI K MOfieraHuio NpPUMEPHO B PaBHOM CTENeHW BHe
3aBUCUMOCTW OT HanMuus Unun oTcyTcTBus chacumaumn. MNpobnema nony4YeHna copToB
ropoxa, YCTOM4YMBbIX K MONeraHuio, SBrseTcs OAHOM U3 OCHOBHbIX Ha MPOTSXKEHUN BCEW
NCTOPUN CenekumMn 3TOM KynbTypbl. BO3MOXHO, BblOpaHHOE B TeYeHWe HECKONbKMX
nocnefHuX neT HanpasfeHWe COo3aHWsi COPTOB Ha OCHOBE KaprivMkoBOro mopdotuna
(le) ¢ N3MEeHEeHHOI CTPYKTYpOil NMucTa («xameneoH»?, «ycaTbit» (af) u gp.) 6yaet
NepcnekTUBHbIM AN1S 3aKkpenneHus dacumaumm y KynbTypHbiX ¢opm ropoxa. Cam
npusHak dacumaumm no utToram npeacTaBneHHbIX HabNAEHNA MOXHO OLUEHUTb Kak He
BNUAIOWMMA HA NPOLYKTUBHOCTb, XOTS €ro nposiBfieHMe MNoABEPXKEHO CyLLeCTBEHHOMY
BapbMpOBaHMIO B 3aBUCMMOCTU OT KNUMaTUYECKMX YCMoBuUM (B NepByk o4vepenb,

BJ'Ia)KHOCTVI) NoceBHOIo ce3oHa.

3.1.2. TecTbl Ha annenu3m Mexay usy4yaemMbIMU NIMHUAMMU

Yucno reHoB, MyTaumn B KOTOPbIX MPUBOAAT K dpacumnaumm, octaeTcs npeameTom
anckyccum (cm. «O63op nutepaTypbl»). B pasnnyHbiX MUPOBbLIX KOMMEKUMSX HAXO4ATCS
obpasubl  dacuMmMpoBaHHbIX  NIMHWUW, MYTAHTOB U  PEKOMOMHAHTOB  ropoxa,
NPOUCXOXAEHME U FEHOTUMN KOTOPbIX BO MHOIMX CIly4asix ocTtarTca HesicHbiMU. C Lenbto
onpegeneHns reHoTuna mnayvyaemblx acunnpoBaHHbix oopM 6binn NpoBeaeHbl TECTbI
Ha annenusam mexay HUMKU. [MbpnaHyo npupoay NonyYeHHbIX pacTeHun onpenensnm
NO KOMMMEMeHTaunn mMexay Mopdonorndyeckummn mapkepamu. Hanpumep, rmbpuapsl ot
ckpewmBaHnsa GenouseTkoBbix ¢dopm (a B - «lWtamboBbin», «JltonuHongy, JI12671,
JI2771, P64, K301) c posoBougeTkoBbiMn (A b - Rosacrone, JI5) umetoT nypnypHyto
okpacky BeHuyuka (A B). B Tex cnyyasax, korga rubpugHas npupoga pacteHun Fi
npeacTaBnAnacb CropHOW, NPOBOAWNN MOATBEPXAEHNE reTePO3UrOTHOCTU C NMOMOLLbIHO

aHanmnsa monekynsipHoix mapkepoB (SSR) (puc. 13). MNony4yeHHble pedynbTaTthl (Tabn.

2 dopma «xameneon» (renotun af uni™) xapakrepusyercs BbIpakeHHOM reTepouIHei (B HUkKHEH YacTu nodera

Pa3BHBAIOTCS JIUCThS C OOJIBIINM YHCIIOM PAa3BETBICHHBIX YCUKOB, B BEPXHEH - ABaXKBIIEPUCTHIH JIMCT, HECY U
YCHKH M JINCTOYKH). B HacTosiee BpeMsl ee paccMaTpUBarOT KaK IIEHHbBIH NCXOAHBIH MaTepHal B CEJICKLIUH
KyJIbTypHl [3eneHos, 1991].

67



6) nokasanu, 4To hacunaums B N3y4eHHbIX NMHUAX CBA3aHa C HapyLLUEHNEM aKTUBHOCTU
4 reHoB - FA (cuHoHum FAT), FAS, NOD4 n SYMZ28.

Tabs. 6. Pe3ynbTaThl TECTOB Ha annenuam mexagy n3yYeHHbIMU NTIMHUSIMU.

«lWltamboBbin» Rosacrone «JlonnHouay» JI5  JI12671 JI2771 K301

«WTamboBbIn»

Rosacrone H/a

«JTronuHoma» H/a a

JI5 H/a* a a*

JI2671 H/a* a a* a*

JI2771 a H/a H/a* H/a* Hl/a

P64 H/a H/a H/a* H/a* H/a* H/a* H/a

lMpumeyvaHue: a - annenbHbl, H/A - HeannenbHbl, * annenbHbl (HeannenbHbl) TEOPEeTUYECKU, HO

CKpellnBaHMe He BbINOJTHEHO.

[Mony4yeHHble [aHHble OT4YyacTM MPOTUBOPEYAT CYLUECTBYIOLWMM  OMNUCAHUAM
KONneKUMoHHbIX nnHuin. Tak, B katanore John Innes Collection [Catalogue...] nuHua
JI2671 onucaHa kak TuMnoBas AnNA myTauum fas, HO MO pesynbTaTtam CKpeLiBaHumn
NpOBeAEHHbIX annenbHa No oTHoweHuo K JIS («Mummy pea»), pogocnoBHas KOTOpPOW
BOCXOAUT K dpacuumpoBaHHbIM dpopmam, ncnonb3oBaHHbIM . MeHaenem [Lamprecht,
1952]. N'eHoTnn nuHumK JI5 onuckiBatoT kak fa. AHanorn4yHo nuHus JI2771 onucaHa Kak
HecyLwaa mytaumio fa, HO pesynbTaTbl CKPeLLMBaHNI NOKa3blBaloT, YTO OHA

annenbHa wMyTtauum fas wmyTaHta «llTtamboBbin». BeposTHO, TpebytoTca

HEeKOoTopble U3SMEHEHUNA B 0003Ha4YeHN reHOTUMNOB TUMOBLIX NUHUN B CcywecCTByrOLnNX

Puc. 13
MoaTeepxaeHve M 1 2 3 4 5 6 7 8 9

rmbpuaHon  npupoabl
pacTeHumn F1 oT
cKpelumBaHus

(«lTamboBbIn» x
JI2771) nyTem 288

rgelel

600 |
amnnudukaumm 500

MUKpOCaTeJlJIMTHOIro 400

mMapkepa AA122. 300
M - Mapkep
MOMEeKynspHOn Macchl
(100 bp + 1.5 Kb,
Cub3Hsmm, Poccud), 1 - 100

«LWTambosbiny, 2 - JI12771,
3-9 - npocoumnu
NMHOMBUOYanbHbIX . g
rMOPULHBIX pacTEHNIA. - ' -

1500

200 |
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katanorax [Catalogue...].

3.1.3. T'mbpuagonornyeckun aHanms HacnegoBaHua dacumaumm

Mpwn ckpelwwmBaHnn acumMmMpoBaHHbIX FIMHUIA C COPTaMU N MapPKEPHbIMU FIMHUAMM,
HOpMasibHbIMW B OTHOLLEHUN U3y4aeMoro npusHaka, B F1 BO BCex cryyasx oTMeyanocb
eouvHoobpasve no pgukomy Tuny, a B Fp npaktuyeckum Bcerga Habnwoganoch
pacLienneHne ¢ CooTHowweHneM dpeHoTunuyeckux knaccos 3/4:1/4. Nposepka meToo0M
¥? He OTBEpraeT rMrnoTe3bl O MOHOFEHHBIX Pa3MNUMAX MEXAY POAUTENbCKUMU (hopMamm
(Tabn. 7).

Tabn. 7. leHeTnyeckun aHanu3 F, OT ckpewmBaHna acunmpoBaHHbIX OPM C

copTaMn N NMIMHNAMMN.

Yucrno pacteHuit Ho-
Monynsuusi F Bcero 27
HopmanbHble | PacummpoBaHHbie rmnoTesa
«lLTamboBbIN» O | 237 80 3:1
317 0.009
(fas) x WL 102 E | 237.75 79.25
«LWTamboBbiny 0122 43
165 0.099
(fas) x WL 1238 | g | 12375 41.25
«LWTamboBbiny O |35 12
47 0.125
(fas) x ®dnarmaH | E | 35.25 11.75
«lLTamboBbIN» 01129 31
(fas) x «HoBas 160 2.700
E | 120 40
dopma 42»
«lLtamboBbIN» O 102 29
131 0.572
(fas) x OTP E | 98.25 32.75
«JTronuHoma» O 128 33
161 0.511
(fa) x WL 1132 E | 120.75 40.25
«JTronuHoma» O | 136 40
176 0.485
(fa) xdnarmaH E | 132 44
«JTronuHouna» O 138 36
174 1.724
(fa) x Wasta E | 1305 43.5
Rosacrone (fa) x | O | 205 44
Filby 249 7.130
E | 186.75 62.25
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Rosacrone (fa) x | O | 81 26

107 0.030
WL1132 E | 80.25 26.75
Rosacrone (fa) x | O | 72 30

102 1.059
dnarmaH E | 76.50 25.50
Rosacrone (fa) x | O | 85 13

98 7.197
«XamereoH» E | 73.50 24.50
P64 (sym28) x| O | 126 31

157 2.312
WL1238 E|117.75 39.25

lNpumeyvarue: O — Habnogaemoe 3HayeHne, E — oxxngaemoe; uncno creneHen ceobopgwl d.f. =1, p

< 0.05. 3HaueHust >, NPEBbILIAIOLLNE KPUTUYECKME, BblAENEHb! MOMYXUPHBLIM KYPCUGOM.

B oByx cnyyasax Habnoganocb OTKNOHEHME OT OXMAAEMOro pacluensieHnst npu p <
0.05 B nonynauuax F, ot ckpelwmBaHu copta Rosacrone ¢ pacteHnsaMn OUKOro tuna
(tabn. 7); npu aTtom Habnwganca AepuuUT peLecCUMBHbIX FOMO3WUroT. BeposiTHO,
CYLLIECTBYHOT reHbl-moamdmKaTopbl, He nmeromne CaMOCTOATENBHOIO
PEHOTUNNYECKOTO MPOSIBNEHNSA, HO OKasblBalOWMe BfUSIHAE HA aKTUBHOCTb «rEeHOB
dacumnaumm» B n3yvaeMblx JIMHUSX, YTO NPUBOAMUT K PEHOTUMNYECKON HEOLHOPOAHOCTHU
roMo3urot no Myrtaumm (cMm. Bblwe). [unotesa o0 HanuMyuum  nNogobHOro
Moanuumupyowero 4encTBus paHee BblaBuUranacb pagom asTopos (Hanpumep, [Marx,
Hagedorn, 1962]). 3T0 MOXeT CNyXuTb YOOBMETBOPUTENbHBIM OB6BACHEHMEM
OTKIMOHEHMSIM  OT  OXMAAemMoro pacuwienneHnss 6e3 yyacTma BTOPOro  rela,
B3aMMOAEWNCTBYIOLLEINO C OCHOBHbIM MO  TUMY HEKYMYNATUBHOW  MONMMEpPUN,
cyliecTBoBaHMe koToporo 6bino noctynupoBaHo B paboTte [Lamprecht, 1952]3 n Ooo
HaCTOALLEro BpEMEHM UCNONb3yeTCs NPU ONUCaHUN reHOTUNAa HEKOTOPLIX NUHWA (fa fas
BmecTo fa, [Catalogue...]). lNony4yeHHble B pamkax AaHHOW paboTbl pes3ynbTaTbl He
[alT OCHOBaHWUM Ond npeanosiokeHMn O NOSIMMEPHOM B3aMMOLEWCTBUM TEHOB,
y4yacTBYyHOLLMX B perynauumn aktmsHoctu MNAM.

Mpun ckpewmBaHum mytaHTa «LLTamboBbiny (FA fas) c coptom Rosacrone (fa FAS)
B F», Habntoganu pacuwenneHme ¢ cooTHoweHnem knaccos 9:3:4 (xz = 0.106), yTo gano
BO3MOXHOCTb cenaTtb BbIBOA O KOMMSIEMEHTapHOM B3aumogeuncTeum reHos FA u FAS.

Tak kak 1/4 noTomcTBa COCTaBnAT (POpMbl, CXxogHble ¢ MyTaHTOM «LUTamboBbINY,

3 MpumevaTtenbHo, 4To . JlamnpexT onvcan nonMMepHoe B3aMMoaencTBMeE Lienoro psaga reHoBs ropoxa (B
ToM uncne FA n FAS). OTo gano emy OcCHOBaHue A1 rmnoTesbl 0 TOM, Y4TOo BuA Pisum sativum siBnseTcs
NonuNIIonaHbIM MO OTHOLLEHWIO K KakoW-TO mpeakoBown dopme, U Habnogaemoe 4Mcrio XpoOMOCOM Y
ropoxa npegcraBnsetr cobon pesynbTaT pegykuumn u nepectpoek [Lamprecht, 1947]. B pabotax 6onee
no3gHuX ucrnegosaTenen pesynbTatbl paboT Jlamnpexrta nogBeprnncbe HEKOTOPOMY NEPECMOTPY, XOTS
rMnoTe3bl O HEKOTOPbLIX Napax onMcaHHbIX UM nonumepHbIx reHoB (BR n BRA, FN n FNA) oo HacToswero
BPEMEHN COXPaHAT aKTyasnbHOCTb.
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LE

%63;55) MOXHO 3aKMIOuYMTb, 4YTO B MyTU perynsuuu
e akTuBHocTM AM reHbl FAS n FA koHTpoOnupytoT
PK4 i aczosse  1OCIIEAOBATENbHbIE CTagun, HO FAS akTuBeH Ha
bonee paHHUX aTanax.
3.6 —= AC125474
(4.96)
AA355 —= AC158145
FAS (?é%g) 3.1.4. OnpeneneHne NOSIOXXEHUSI reEHOB Ha
13.4 : reHeTU4eCcKom KapTe
3.93
/( ) 3.1.4.1. Jlokanu3ayusi 2€eHa,
Pepcn
1.3 omeemcmeeHHO20 3a pazsumue pacyuayuu y
/(1 402 mMymaHma «LLimam6oesbiii»
Egl1
19.5
(6.94)
5 Puc. 14. PaioH reHeTtudeckon kaptbl [ClI
A ropoxa, Bknrovawowmm reH FAS (A), n omsnyeckas

AB30
KapTa CWHTEHHOrO panoHa 2  XPOMOCOMbI

Medicago ftruncatula, nonyyeHHas Cc nomowbl UMHCTpyMeHTa CviT-BLAST
(http://www.medicago.org/genome/cvit_blast.php). [NpuBegeHbl pacctosHusa (cM), B
ckobkax - 3HaveHunsa LOD-6anna. Ha dmsmnyeckon kapte ykasaHbl 0603HadeHns BAC-

KITOHOB NOUEpPHbI, BKINMIOYanLWMX npeanonaraemMblie OpTOJ10rn reHoB ropoxa.

Mpn oueHke He3aBMCUMOCTWU HaCnedoBaHUSA «reHoB acumauumny unsyyaembix
NMUHUA C MOPJONOrM4yeckuMM Mapkepamn B pacliennsiowmxesa nonynaumsax F, ot
ckpewmBaHnsa MyTaHTa «lWtamboBbii» (LE) € HecywMmMun  MHOFOYMCIIEHHbIE
mMopdonorndeckune mapkepbl nuHuamm WL 102 (le) n WL 1238 (le) 6bino obHapyxeHo
OTKITOHEHWE OT OXMAAEMOro pacluensieHns B KOMOuHauun «reH dacumaummy myTaHTa
«WTamboBbin» - reH LE. Y MyTaHTOB /e pa3BMBalOTCS YKOPOYEHHbIE MEeXO0oy3nus, T.e.
Habnwoganca geduumt gacunumpoBaHHbIX KapnvkoB. mnotesa Hy 0 HesaBMCMMOM
HacneoBaHWM 3TUX FEHOB OTBepranacb Mpu npoBepke MeTodoM x° (3HaudeHue y°
coctasuno 16.837 npu d.f. = 3, p < 0.05), B pesdynbtate 4yero 6bIN caenaH BbIBOA O
CUENnsIeHHOM HacnegoBaHuUM 3TuX reHoB. [nsi Gonee TOYHOW NoKanu3auuu reHa, C
KOTOPbIM CBsid3aHa gpacumaums y myTaHta «LLtamboBbIny», Obinn Takke MCNONb30BaHbI
CAPS- n SSR-mapkepsbl (puc. 16). nsa kaptupoBaHua ucnonb3oann 120 pacteHun

nonynsauun F, («ltambosbiny x WL1238), 114 n3 koTtopbix 6binn ncnonb3oBaHbl Ang
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BblaeneHus JHK. O6begmHeHne gaHHbIX, NOSyYEHHbIX NPU UCNOSTb30BAHUN PasfnnNYHbIX
TUNOB MapKepoB, MO3BONUMIO nokanu3oBatb wuckombin reH B [CllIl  mexay
MonekynspHbiMn mapkepamn AA355 n Pepcn (puc. 14). C aTon rpynnon cBA3bIBalOT
nonoxeHme reHa FAS - Hanpumep, Haubonee nonHaa KapTa, BKYaroLwas
Mopdonoruyeckne mapkepbl, n3 pabotel [Weeden et al., 1992], npuBoant 3TOT reH B
cnucke reHoB [Clll ¢ HeyTouyHeHHOM nokanu3aumen. Tak Kak TunoBas NUHUA 4N

MyTauum fas OTCYTCTBYET, MyTaHT
\6.3 «WTamboBbIn» cnepyert cumtaTb
e roMO3uUroTon o peLecCUBHOMY annento
MMeHHO 3Toro reHa [Sinjushin, Gostimskii,

221

(3.10) 2007]

PSF“S’I‘4.3 ~3AcC170988 Puc. 15. PalioHbl reHeTn4eckom KapTbl
Ap79@ 770 | asciarre T CV ropoxa, Bknovawowme redsl NOD4 (A,
134 no gaHHbIM [Sidorova, Uzhintseva, 19995]),
(9.75) SYM28 (B, no [Sinjushin et al., 2008]), n
SYM28d domsmnyeckasl Kapta XpoOMOCOMbl 7 NOLEPHbI,
NOD4 nonyyeHHasi ¢ NoMoLb MHCTpymeHTa CviT-
13.2 T&% BLAST  (http://www.medicago.org/genome/
R cvit_blast.php). MpuBeaeHbl  paccTosHUA
Fbpp @ (cM), B ckobkax - 3Ha4yeHus LOD-6anna. Ha
8.6 dun3myeckon KapTe ykasaHbl 0003Ha4yeHust
- - | e BAC-knoHoB NIOLUEPHBI, BKMHOYaKOLLMX
/ 72 npeanonaraemble OpToONory reHoB ropoxa. I
GP O~ . Rl - cnektp  anekTpodopesa  MNPOAYKTOB
A pectpukumn (PsFAS1/Taql); 1 - nuHua P64,
2 - nuHna WL1238, 3-8 — pactenus F, (P64

.4 x WL1238). M - mapkep MONEKYNnApHOro
(4.15) B Beca (100 bp + 1,5 Kb DNA Ladder,

Cub3H3um, Poccus).

99l

oglL

aorrsd B M 1 2 3 4 5 6 7 8
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.
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M 1 2 3 4 5 6 7 8 9 10 11 12 13 14 15

Puc. 16. Tpumepbl wncnonb3oBaHus nonumopduama [HK-mapkepoB ana kaptupoBaHuda. A -
nonumopdunam SSR-mapkepos AD79 (1, 2), AD280 (3, 4) n AC58 (5, 6) y nunHui P64 (1, 3, 5) n WL1238 (2, 4,
6). b - nouck nonumopcduama CAPS-mapkepoB Adh1, PK4 n CipPor npn obpaboTke aHAoHykneason Rsal y
nvHumn OTP (1, 3, 5) n copta ®narmaH (2, 4, 6); mapkep CipPor/Rsal obHapyxuBaeT nonumopdusm. B -
HacnegoBaHve annenen mapkepa AA122 y rmbpugos F4 (1-4) n F, (7-22) oT ckpewmBaHusa copta Rosacrone
(5) v nnHMm WL108 (6). I - cnekTp anekTpodopesa npoaykTtoB pectpukummn (Pepcn/Hpall); 1 - «lLtamboBbIny,
2 - WL1238, 3-15 — pacteHus F, («LUtamboBbiny» x WL1238).

M - mapkep monekynspHoro Beca (A, B - 100 bp +1,5 Kb DNA Ladder; B, I' - 100 bp +1,5 + 3 Kb DNA
Ladder, Cu63H3um, Poccus).
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3.1.4.2. Jlokanusayusi 2ceHa NOD4

Mpn wn3yvennn nonynsaumm F, (P64 x WL1238) (158 pacteHun, n3 Hux 87
MCNONb30BaHbl AN aHanuMsa paclienneHns Mno MONEKYNSAPHbIM Mapkepam) Obino
obHapyxeHo gocTtoBepHoe cuenneHne reHa NOD4 ¢ mopdonormyeckummn mapkepamm
CV (GP, TE, R, TL). Ins yTOYHEHNA €ro MOSfIoXKeHUs Ha reHeTu4eckon kapte Obin
ncnonb3oBaH psag MonekynsapHbix MapkepoB (CAPS- n SSR-mapkepsbl), cpean KOTopbIx
- nNpegnonaraemsle romonorn reHoBs pesyxosuakm CLVZ2 n FAS1 (PsCLV2 n PsFAS1
COOTBETCTBEHHO). OTW IreHbl y4aCTBYIOT B reHETUYECKOM KOHTposie aktuBHocTh MNMAM y
A. thaliana (cm. «OB630p nuTepaTypbi») U Y MOLUEPHbI TOKann3oBaHbl B 7 XpPOMOCOME,
nonHoctbto cuHTeHHon ¢ CV ropoxa [Kalo et al., 2004; gaHHble, MOMyYeHHblE C
npumeHeHnem anroputma CviT-BLAST]. B pesynbtate nonyydeH dparMeHT
reHeTudeckon kaptbl CV, cogepxawmn reH SYM28 (puc. 15). Wcnonb3oBaHue B
pabote [CupopoBa, YxuHueBa, 1992] npu nokanusauum reHa NOD4 Toro xe
MOpPdONOrM4eCcKoro mMapkepa, YTo U B XO4E OpurMHanbHbIX nccnegosaHun (reH GP)
nossosiseT cpaBHUTb nonoxeHve reHoB NOD4 u SYM28 (puc. 15). CxoactBo B MX
nokanmsaumm Bbi3blBaeT UHTEPEC U TpebyeT [4ONONMHUTENbHbBIX NCCNeaoBaHUN.

3.1.4.3. YmoyHeHue nosioxxeHusi 2eHa FA

JinTepatypHble AaHHbIe CBA3bIBAOT nonoxeHune reHa FA c IV rpynnon cuennenus
[Lamprecht, 1952]. HecmoTpsa Ha TO, 4TO psiAOM aBTOpPOB pe3ynbTaTtbl pabdot I
JTamnpexta ©bInv nogBeprHyTbl Kputuyeckomy nepecmoTtpy [Hanpumep, Ellis et al.
1992], B xope npogenaHHon paboTbl ObiNO NPOBEAEHO W3yYeHMe COBMECTHOro
HacnepoBaHus reHa FA 1 monekynsapHbix mapkepos CIV.

Mpn oueHke coBMeCTHOro HacnegosaHus reHa FAS n SSR-mapkepoB A9, AA8T,
A174, a Takke CAPS-mapkepa GapC171 BO Bcex cnyyasx Habnioganu HesaBucUMoe
HacnegoBaHue. Takum obpas3oM, AaHHble O nokanusauum FA B npokcMmanbHOM YacTu

CIV He nony4mnu no pesynbtatam NpoBeAeHHON paboTbl NOATBEPXKAEHMS.

3.1.5. U3yuyeHne mex- 1 BHYTPMBMAOBOIro nonmmopdurama npegnonaraeMbix
romorsoroB reHoB CLV2 u FAS2

[na nokanusauum Ha reHeTU4eckon kapte dparMeHToB, MPeanoNOXUTENBHO
romonornyHbix reHam CLV2 un FAS2 (PsCLV2 wn PsFAS2 cOOTBETCTBEHHO,
nocrnegoBaTeNbHOCTU BMEpPBblIE OxapakTepu3oBaHbl B paboTtax [KoHoanoe, 2006;
KoHoBanos, BsadecnasoBa, 2006]), 6bu1 npegnpuHAT NOUCK nonumMmopguamMa B MX
nocnepoBatenbHocTsax. [Ona 9atoro 6bina npoBegeHa obOpaboTka dparMeHToB

aHOoHykneasamu pectpukumm (Alul, Haelll, Hinfl, Hpall, Rsal, Taql, Tru9l; cm.

74



«MaTepuanbl 1 meTogbl»). [Ons cpaBHeHus ©Obinn  BbiBpaHbl ¢OpMbI, MO
BO3MOXHOCTU MOMHO NpeacTasnsaowme pasHoobpasve poga Pisum: KynbTUBUPYEMbIE
npegcrasutenu TunosBoro noasuaa P.  sativum  subsp. sativum pas3nnyHbIX
CcenekumoHHbIX LeHTpoB (copta HemuumHoBckui, Filby, Alaska, Frisson, Rosacrone, Cao
lan), HekoTOpbIX Apyrnx noasuaos (nNuHum JI2, JI64, JI1794, JI2423) n gukux BMOoOB
(JI1392, Vavilovia formosa, cm. Takke pasgen «Martepuansl n metogbl»). [NonyyeHHble
AaHHble MOryT ObITb MCNONb30BaHbl ANA fokanu3auum pparMeHTOB Ha reHeTUYEeCKOM
KapTe M COMOCTaBMEHMS X MOMOXEHUS C N3BECTHLIMU «reHamMu dhacumaummny ropoxa.

Mpn obpaboTke cparmeHTa PSFAS2 aHpoHykneason Hpall 6bino obHapyxeHo
ABa annensi, oguH un3 Kotopbix (okorio 370 n.H.) Obin oGHapyxeH Yy Bcex
npoaHanM3MpoBaHHbIX COPTOB N MapKepHbIX JIMHUI ropoxa, kpome Rosacrone. Btopown
annenb, okono 300 n.H., xapakTepu3oBan avkue nogsuabl ropoxa (kpome JI11392 - P.
sativum ssp. arvense), ropox KpacCHO-XenTbli U BaBWUIIOBMUIO; KPOME TOro, 3TOT Xe
annenb 6bin obHapyxeH y Lathyrus vernus Bernh. OBHapyXeHHbI NONMMOP(UN3M
MOXeT ObITb MCMONb30BaH ANSA nokanu3aumm gparmeHta PSFAS2 Ha reHeTudeckoun
KapTe.

®parmeHT PsCLV2 He oBHapyxun nonumopdusma Mexay n3ydeHHbiMm hopmamm
npyn 0b6paboTke BbIOPaAHHLIMU 3HAOHYKIIEa3aMn PECTPUKLNN, YTO MOXET OblTb CBA3AHO

C ero HebonbwnmMn paamepamm (835 n.0.) N BbICOKON KOHCEPBATMBHOCTLIO.

3.1.6. Yuyactue reHoB, perynupyrowumux pasmep lNAM, B KOHTposne npouecca
HOAYNALUKN

N3 gaHHbIX nuTepaTtypbl M3BECTHO, YTO YacTb FEHOB, HEraTUBHO PErynmpyroLmnx
pasavepbl 1AM y 6060BbiX, BOBfeYeHa TakKe B KOHTPOSIb CUMOBNOTUYECKOM
asotdukcauumn (cm. «O630p nutepaTypbl»). Tak, YacTb pacuMMpOBaHHbIX MYTaHTOB
60060BbIX XapakTepusyeTca Takke runepHogynaunen. [pumeyaTenbHO, 4YTO 3TU
MyTaHTbl (B T.M. Sym28 wn nod4 ropoxa) ObiiM BblAENEHbl WMEHHO Mpwu
LueneHanpaBneHHOM noucke ¢OpM C HapyweHuamu asoTdukcaumn. Boobwe Ha
pa3BMUTME CUMOMOTMYECKNX KOPHEBBIX KITyOEHBKOB MOrYT OKa3blBaTb FeHbl, HAanpsiMyto ¢
pa3BUTMEM KOPHA He cBsidaHHble - Hanpumep, reH COCHLEATA, BOBNEYEHHbIN B
KOHTpONnb MopdoreHesa nucta [Zhukov et al., 2008] (cm. Takke «O630p nutepaTypbi»).
B OTHOLWEHMM N3BECTHBLIX MYTAHTOB C HapyLleHHOW akTuBHOCTbO MAM uccnegoBaHus
Takoro poga paHee He Oblnv NpoOBEAEHbI.

Bbin  npoBegeH noacyeT uYucna  CUMOMOTUYECKUX  KIyOEHBLKOB  U3yYaeMblX

dacuumpoBaHHbIX opm («LTtambosbiny, JI12771 (fas), Rosacrone, JI5, JI12671 (fa),
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K301 (nod4), P64 (sym28)) wn koHTponsa (copT HemumHosckun). Matepman (5
NHOMBUAYANbHbLIX PACTEHUN Kaxgow nunHumn) Obin cobpaH 4yepe3 30 gHen nocne
nocagku Ha onblTHOM y4dactke 3BC um. C.H. Ckapgosckoro. OueHka OOCTOBEPHOCTH
pasnuuun 6bina npoBedeHa € ucnofnb3oBaHnem U-kputepus YunkokcoHa-MaHHa-
YutHn. Ha puc. 17 npvBeaeHbl pesynbTaTbl pacyeToB; obpallaet Ha ceba BHUMaHue

CyLLEeCTBEHHOE BapbUpOBaHME 3HAYEHWI NpU3HaKa.
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Puc. 17. Yncno cumbuotmyeckmx KnybeHbKOB Ha
KOPHAX (pacumMmMpoBaHHbIX §WHUW ropoxa (npvBedeHbl

cpeaHee 3Ha4veHne n ctaHgapTHoe OTKJ'IOHeHI/Ie).

lNpumedaHue: OTMeYeHbl [OCTOBEPHLIE OTMMYUA OT KOHTPOIS
npm p < 0.01 (*). 1 — HemumHoBCkun-766, 2 — «lltamboBbin», 3 —
JI2771, 4 — JI2671, 5 — Rosacrone, 6 — JI5, 7 — K301, 8 — P64.

Puc. 18. bokoBbie kopHM copta HemM4unHOBCKMIN-766
(NOD4) (A) n nuHumn K301 (nod4) (B). MacwTabHas

nnHerka 1 cm.

[locToBepHble OTNMYNS OT KOHTponsa Habnoganucs y
nnHun JI2771 n K301; B page cnyyaesB 4ncno knybeHbKoB
Yy MyTaHTOB ObINI0O MeHbLUM, 4YeM B KoHTporne. 1o Bcew
BMOAMMOCTM, NapamMeTp «4YnUCno KNnyOeHbKOB» HaxoauTCs B

NnpPsiMON 3aBUCUMOCTU OT pa3MepoB KOPHEBOW CUCTEMbI B
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uenomM, M 9Ta BeNMYMHA MOXET HaxoOuTbCA Nof BIIMSHMEM WHbIX FEHOB. Tak,
Hanpumep, Yy nnHun JI2771 yncno knybeHbKOB MEHbLLE, YeM Yy MyTaHTa «LLTtamboBbIny
(06e nuMHUMM uMelT reHoTun fas) - BeposiTHO, B cuny Toro, uto JI2771 asndaetcs
Kapnukom (le) n KopHeBasa cuctema passBuTa cnabee. Kpome TOro, M3BecTHO, YTO Yy
HEKOTOpbIX dacuMMpoBaHHbIX (POPM KOpHeBas cuctema MoXeT ObiTb passBuTa B
MEHbLUEN CTeneHun, 4em y ucxogHblx coopm [l[lepwmHa, XBoctoBa, 1977], 4To Takxke
MOXET OKasblBaTb BNUAHME HaA KapTMHY asoTdukcaumm B uenom. HaubGonee
uenecoobpasHoO CpaBHUBATb MYTAHTbl U JIMHWUW, N3 KOTOPbIX OHM OblnNn nony4veHbl (B
AaHHon paboTte B nape HemunHoBckMi-766 — «LTamboBbIN»). Ha To 06CcTOATENBCTBO,
YTO MNPU3HAKM KOPHA (U HOAYNAUMM B YACTHOCTM) MOFYT HaxOAUTbCHA NoA
MOANMUUMPYIOLLUM BIIUSSHUEM LIENIOr0 psga reHoB, KOCBEHHO YKasblBaeT U TOT (oakT,
YTO reHeTU4eCKN WOEHTUYHbIe B OTHOLUEHMM «reHOB dpacunauumn» Gopmbl BeCbMa
3Ha4YMTENbHO OTNMYAKOTCA MO 4YUcry cumbuoTudeckux krybeHbkoB. Hanpumep, 3To
MOXHO HabnwgaTb nNpu cpaBHeHMM MyTaHTa «LTamboBbin» 1 nuHumM JI2771, KoTopble
MMEIOT reHoTun fas.

Hanbonee 3HauuTernbHble OTNUYNS OT KOHTpons nposisnseT nuHusa K301 (nod4),
xapakrtepuaytowasica rmnepHogynsaumen [CugopoBa, YxuHuesa, 1994] (puc. 18).
Knyb6eHbkn bopMupyoTcs NpUMEPHO C OAMHAKOBOW MITIOTHOCTBIO M Ha FNAaBHOM, M Ha
BGOKOBbIX KOPHAX MO BCEN UX AnuHe. HanpoTtus, nuHus P64, BbigeneHHas no npusHaky
rmnepHoaynauun, He obHapyXmBaeT AOCTOBEPHbLIX OTANYMIA OT KOHTpons (cpeaHee
4ncno KnybeHbLKOB OKasblBaeTCHA faXe MeHbLUM, Yem y copTa HemMunHOBCKnin-766),
XOTH N JEMOHCTPUPYET 3HAYUTESNbHbIN Pa3dpoC 3HAYEHUN.

[Mony4eHHble [OaHHble NOATBEPXAAKT CBA3b KOHTponda aktuBHocTM [MAM n
npouecca HoAaynauuu, ocyuwectensemblx reHom NOD4. Habniogenus  3a
dopmupoBaHneMm  CUMOMOTUYECKMX  KIYOEHbKOB  KOCBEHHO  YKasblBalOT  Ha
NOABEPXEHHOCTb 3TOro npouecca MoanduunpyrowemMy BANSHUIO TEHHOTO OKPYXEHWUS
(kak aTO BMAHO, Hanpumep, ans copta Rosacrone u nunun JI5 n JI12671). N'en FAS, no-

BMOANMOMY, HE Y4aCTBYET B KOHTpPOJ1€ HOOYNALUNN.
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3.2. CoxpaHeHue Heand depeHUMpOBaHHOIO COCTOSIHUSA

anukanbHoOM MepucTeMbl noGera

BrnokupoBaHue andpdepeHumpoBku NAM B TedeHne BCEN XU3HU COCTaBNSET OOUH
N3 BaXXHENLINX KOMMOHEHTOB €€ aKTUBHOCTU. Y OCHOBHbIX COBPEMEHHbIX MOAENbHbIX
0ObEKTOB reHeTukn pasBuUTUS pacTteHun, A. thaliana, A. majus v P. sativum, TNAM
OoCTaeTcs HeaudepeHUMpoBaHHOW B Mpouecce HOpMasibHOro oHToreHesa. WHbiMu
cnosamu, y 9tux pacteHun 1AM opmupyeT TOMbKO oOpraHbl B rnatepasibHOM

NoJ1oXXKeHnn (J'II/ICTbFI, LBETKM, ocn Boree BbICOKOro I'IOpFILlKa).

b

Puc. 19. CougeTtne mytaHTta det (nuuna OTP) - doTorpadus (A), oceBasa cxema
(B), mopdonoruns nocnegHero nucta (B) n nocnegHero natepansHoro usetoHoca (I).

O603Ha4veHuns kK b cm. Ha c. 6.

Y pe3yxoBuAKM ONMcaHbl HECKONbKO MYTAHTOB, (DOPMUPYIOLINX TEPMUHAMNbHbLIE
UBEeTKNW, B TO BpPEMS KaK Yy ropoxa TepMuHamnbHbid LBETOK (BUMOMMO, WUCTUHHBIN)
dopmMumpyeTca TOMbKO Yy MyTaHTOB sStp-2 n det veg! (cm. «O630p nutepatypbi»).
OpHako ans 6000BbIX B LENOM ONpedeneHHbin MHTepec MnpeacTaBnsdeT pasButue
TEPMUHANbHOrO LBETOHOCA, MO CTPYKTYpPEe CXOOHOro C nasyLlHbIMKU. Y ropoxa, Kak u 'y

MHOIMX TpaBsAHUCTbIX Papilionoideae, nogobHaa CTpykTypa He pasBmBaeTcs (CMm.
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[Weberling, 1989]), T.e. coueTne
B Uenom yceyeHo. OgHaKo LBETKM
Ha rnaBHOM nobere
dopmupytotcs  y MyTaHToB det
(determinate), 6onee nogpobHas
XapakTepucTmka KOTOpPbIX
npvBeneHa B 063ope
nutepatypbl. XOTa HyKneoTuaHas
nocnenoBaTenbHOCTb n
0COBEHHOCTN  3KCMpeccun reHa
DET XOpOoLLOo N3Yy4YeHbl,
HeKoTopble ocobeHHoCTH
PEHOTUMNYECKOTO MNPOSBIIEHNSA U
B3auMOAOenNCcTBUSA Cc  Apyrmmmn
Krnto4eBbIMK reHamm Obinn
pPacCMOTpPEHDI B pamkax

HacTosiLen paboThbl.

Puc. 20. Mopdbonorus
cousetTun Medicago lupulina (A,
B) u M. falcata (B, T)
HopManbHOro ctpoenHus (A, B) n c

OeTepMNUHAaHTHbIM TUNOM pPOCTa

(B, IN). O6o3HayeHMs K OCEBbIM

cxemam cwMm. c. 6.

3.2.1. deHOTUNUNYECKAA XapaKTepPUCTUKa MyTaHTa det

deHoTMN MyTaHTOB det onucaH B psge paboT OTeYeCTBEHHbIX U 3apybexHbIX
aBTopoB [Makasheva, Drozd, 1987; Swiecicki, 1987; Singer et al., 1990, 1999], Ho
Hy>XgaeTcs B HekoTopon agetanusaumn. Npu BbINONHEHUM Hactoswen paboTtbl Gbinu
MCMOMb30BaHbl ABa WCTOYHUKA MyTauuu def, OTNMYHbIE OT TMNoBOM NUHUK JI1358:
nmHum OTP (1 cospgaHHasa Ha ee ocHoBe nuHua OTP(M); myTtauusa det B 9TUX NUHUAX

npoucxogut ot mytaHta U.A. Nonosown [1972]) n «JTronnHong» (aoHopom myTauumn det y
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aton dopmbl aBngeTca copT [etepmuHaHTHbIM BCXW, co3maHHbIM Ha OCHOBE
aetepMmnHaHTHoro mytaHta A.M. LWesueHko [LLeByeHko, 1993; Kongbiko u gp., 2006]).
AnnenbHOCTb 3TMX dopM Obina nogTBepXaeHa npu  CKpewMBaHUM B XoAe
npegcraBneHHon  pabotbl; mmbpuasl Fq¢  (ATP  x  «JllonnHomng») obnaganwu
OeTepMUHAHTHBIM TUMOM pocTa. AnnenbHocTb nuHun OTP u TunoBoro Hocutens
myTauum det 6bina nokasaHa B pabote [Marx, 1987].

Y MmyTaHTOB det B nasyxe npegnocnegHero nucta Ha rraBHon ocu hopMmupyeTcs
LBETOHOC HOpMaribHOM CTPYKTYypbl. B cnegytowem yane 3ayacTyio pa3BuBaeTcsl NUCT
N3MEHEHHOW CTPYKTYpbl (O4HOMMCTOYKOBBIA UK C KpanHe peayumMpoBaHHOM JIMCTOBOW
NNacTUHKOW, cpacTarwenca ¢ npunuctHukamm, puc.19lN). MIHTepecHo OoTMEeTUTb, YTOo
NNCT TakoW CTPYKTYpbl pasBuMBaeTCA Aaxe y OBOWMHbIX MyTaHTOB det af, y KOTOpbIX
NUCTOBbIE MNNAacTUHKM B HOpME He pasBuBaloTcsa. B nasyxe nocrnegHero nucrta
dopMMpyeTCa LBETOHOC, HECYyLWUW, Kak npaBuio, [ABa LBeTKa, KOTOpble YacTo
cpactatTcsa (T.e. oKasblBalTCA (PacUMMPOBaHHbIMKU). B TepMMHanbHOM MONOXEHUN
pasBMBaeTCA LBETOHOC, WOEHTUYHbIN HOPManbHOMY Ma3ylHOMY. Takum o06pasom,
BCEro Ha rrnaBHoMm nobere dgopmupyeTca OO0 Tpex uBeToHocoB (puc. 19B); nepsbin
NasyLlWHbIN U TEPMUHATbHbBIV LBETYT NPaKTU4ECKU OAHOBPEMEHHO M HECKOJSTbKO paHbLLUe,
YyeM BTOpPOM nasywHbii. MOXHO 3akNunTb, 4YTO pasBuTME BTOpPOro OOKOBOro
LUBeTOHOCa (NpeawecTByOLWero TepMmMHanbHOMy) nogasneHo. BeposiTHO, cpactaHue
LUBETKOB Ha HeM Takke BO3HMKaeT B pesynbTate HeOoCTaTOMHOW WMHTEHCUMBHOCTU
npoueccoB pacTskeHus. Y MHorouseTkoBou nuvHun OTP cpegHee 4ucno UBETKOB B
nepsoMm OokoBoM uUBeToHOoce cocTaBuno 4.40 + 0.06, Bo BTopom - 4.13 + 1.13, B
TepMuHarnbHoMm - 2.14 + 0.53.

Kpome TOro, TepMmHanbHbI LIBETOHOC B OOMbLUMHCTBE CyyYaeB HECEeT KpYrHbie
OpakTeun, yawe napHble. Y pacteHun nuHum OTP(M) Opakten He hopmupyloTcs, YTO
MOXeT OblTb OOBACHEHO WHIMBUPYIOLWUM BAUSHUEM MyTauun St, U3BECTHbIM U3
nutepatypbl [Lamprecht, Mrkos, 1950].

B uenom deHoTMn MyTaHTOB MOXET ObITb OGBACHEH, YYnTbIBas OYHKLMOHANbHYHO
B3anmocessb reHoB DET n UNI (cm. «O630p nutepatypbl»). Mopdonorna nocnegHero
cTebneBoro nucTa O4YeHb CXOA4Ha C TaKOBOW Yy MyTaHTOB BoGOBbIX MO romonoram reHa
UNI (npocton nuct y Pisum, ogHonucToukoBbin Y Medicago [Wang et al., 2008a]), 4to
nogTeepxaaet runotedy C. CuHrep ¢ coastopamu [Singer et al., 1999] o B3anmMHOM
aybnupoBaHum  yHkumn  reHoB DET wn  UNI. ®dopmupoBaHMe aHOMasbHOro
«rMbpunaHoOro» LUBeTKa Ha BTOPOM Ma3yWHOM LBETOHOCE MOXEeT OblTb pes3ynbTaTtoM

obbeauHeHus riopanbHbiX MNPUMOPAMEB Ha paHHMX CTaausx pasBuTUS U3-3a
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WHIMOMpPYOWEro  BAUSHUA  TEPMUHANbHOrO  LUBEeTOHOCa Ha  npegnocnegHuin
naTteparsbHbIN.

Bo3amMoxxHO nHOe 06bsiCHeHME HeOObIMHOM CTPYKTYpbl NOCRNEeAHEero nasyLlHOro
uBeToHoca. Ero npumopaumn okasbiBaeTca B 006nactm reHeTu4eckon perynauuu,
npucyLlen uBeTKy (TO eCTb MasyLHOMY OpraHy Ha OCU TePMWHANbHOro LIBETOHOCA).
MmeHHO BCcneacteme rmbpugusaumm nporpamMmm passuTus nocnegHnin nuct obnagaer
npu3Hakamu pegykuumn (cxogeH c OpakTteen), a nocnegHui nasylwHbIN LIBETOHOC -
npu3Hakamm LBeTKa.

NHTepecHoO oTMeTUTb, 4TO «det-nogobHblie» OpPMbl  pocTa  pPerynspHo
oTMevalTcsa y apyrmx BuaoB 6060BbIX. Tak, 4ETEPMUHAHTHLINM TUM POCTa UCMNONb3YHT
npun cenekumn 6060 Vicia faba L. [KoHgbikoB u gp., 2006]. B xoge npoBeaeHHbIX
HabngeHnn yganocb OBHapyXUTb OeTePMUHAHTHble YOpPMbl B MOMyNAUMSX OBYX
BMOOB ntouepHbl, Medicago falcata L. w M. lupulina L. (puc. 20) B 3anagHom
MogmockoBbe (ACTpuHCkMiA u  Py3ckuin panoHbl). Y BTOporo Buaga nopobHas
N3MEeHYMBOCTb OTMeyeHa B nutepatype [Weberling, 1989] n, BepodaTHO, sBnseTtcs
HOpPManbHOWN.

Mopdonorns aTnx opmMm oT4yacTM noaTeBepxaaeT rmnotesy o rmbpuansauumn
MOpPdOreHeTUYECKNX NporpamMmMm B OMpeaerieHnn CTPOEHNSA narteparnbHbIX LIBETOHOCOB,
HEMNOCPEACTBEHHO MNPEeALECTBYOWMX TEPMUHANbHOMY. Y  JOUEPHbl  HECKOSbKO
KOPOTKMX Napakragnes, NpeaLlecTBYOWNX TEPMUHANbHOM KUCTU, HAXOOATCH B nasyxax
BpakTen (a He NNCTLEB) U CyLLECTBEHHO 0b6eHEHbI.

Yyactne reHa DET B KOHTporne MmopdoreHesa nasyLUHbIX LIBETOHOCOB Oonee
nogpobHo onucaHo B pasgene «Perynsums akTMBHOCTWU anuKkarbHOW MEPUCTEMBbI

na3yLHOro LBeToHoca».

3.2.2. T'Mbpugonornyeckun aHanms HacnegoBaHusa reHa DET

Mpn ctatuctnyeckon obpaboTke pesynbTaToB HabnwgeHun 3a nonynaumamm Fo
OT CKpeLMBaHWA JIMHUKW, HeCcylwmux myTaumio def, C HOpManbHbIMW B OTHOLUEHWUN
n3y4aemoro npusHaka opmamum BO BCeX cnydasx Habnioganocb A0CTOBEPHOE
COOTBETCTBME Habntogaemoro pacluenneHms oxmngaemomy (tabn. 8). Takum obpasom,
NOATBEPXKAEHbI W3BECTHblE M3 NMTEpaTypbl OaHHblE O MOHOIEHHbIX Pas3nNUYnUsx Mo

NPWU3HaKy «TUM pocTar.
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Tabnuuya 8. NeHeTnyecknn aHanus F, oT ckpewwmBaHms dopm ¢ TP ¢ coptamu n

NNHUAMWN.
Yucno pacteHuin
Monynsaums F, Bcero Ho-runoTesa 22
HopmanbHble aOTP
«MonnHoung» x | O | 110 40
150 0.222
dnarmaH E | 112.50 37.50
«JMonuHouna» x | O | 42 14
56 0.000
Rosacrone E | 42.00 14.00
«JTronuHoua» x | O | 121 36
157 0.359
WL1132 E | 117.75 39.25
«JTronuHouna» x | O | 139 36
174 3:1 1.847
Wasta E | 130.50 43.50
OTP x 0|9 32
126 0.011
dnarmaH E | 94.50 31.50
dnarmaH x O [ 109 36
145 0,002
OTP E | 108.75 36.25
«WTambosbiny | O | 92 39
131 1.590
x OTP E | 98.25 32.75

lNpumeyarue: O — Habnogaemoe 3HayeHne, E — oxxngaemoe; uncno creneHen ceobopgwl d.f. =1, p
<0.05.

3.2.3. OnpepeneHune nonoxeHus reHa DET Ha reHeTU4YeCKOMN KapTe

Tak kak nonoxeHune reHa DET nssectHo no nutepaTtypHbiM gaHHbIM [Makasheva,
Drozd, 1987; Swiecicki, 1987], cneunanbHble MccnegoBaHUs NO ero nokanu3aumm B
pamkax HacTtosiwen paboTbl He 6binn npoBegeHbl. HeobxoauMO OTMETUTb, YTO B
nonynaumax F, ot ckpewmsanun (OTP x ®narmad), ($narmadH x [OTP) wun
(«WTamboBbin»y x [OTP) npoBoaunvM aHanm3 COBMECTHOrO HacrnegoBaHWA MpPU3HaKoB
«Tun pocta» n «opma cemsaH» (NMuHmsa OTP nmeeT MOPLNHUCTBIE CEMEHA N FTEHOTUN
det r). PexombuHanToB DET r unu det R 3a BeCcb nepuoa HabnoaeHnin obHapyXeHo He
Gbino, T.e. ObINMM nNOATBEPXKOEHbl AaHHble O TECHOM CLENMeHMn ISTUX T[EeHOB,

nokanusoBaHHbIX B V rpynne cuensfeHus.
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3.2.4. Bsaumopeincteue DET c p[pyrumm reHamu, KOHTPONMpYHOWUMK
AKTMBHOCTb anukKanbHOW MepucTeMbl

Heobbl4HbIM TN couBETUS pa3BMBAETCH Y pacTeHUW, HECYLUMX MyTauun B reHe
DET »n ogHOM U3 reHoB, OCYLLUECTBASILWNX HeraTuBHy perynauuio pasmepos NAM.
Mo-Bcen BMOMMOCTM, yBenuyeHHas (dacuumpoBaHHasl) MepucTema npeTtepneBaeT
npeBpalleHne B TEpPMUHAmNbHbLIM LBETOHOC, B pe3ynbrate 4ero dqopmMupyeTcs
TepMuMHanbHas MHOrOLBETKOBas KUCTb (Hanpumep, B nuvHUM  «JllonnHOMAY).
AnvkanbHas mMepucTeMa MOXET COXpPaHATb KoMbueBUAHYH OpMy; B TakuMX Cryyasx
TEPMUHanNbHbIN LLBETOHOC MMEET BOPOHKOBUAHOE 3aBepLueHme (puc. 21B). LiBeToHOXKM
OTAENbHbIX LIBETKOB OTXOAAT HEMOCPEACTBEHHO OT rnaBHOM ocu. [pu ckpewmBaHum
nmHun «JTronuHong» ¢ HedacuMMpoBaHHbIMK hopmamu B nonynauuun F, Habnoganu
yeTblpe beHOTUNMYeCcKnx knacca: 1) HopManbHble pPacTEHUA C OTKPbITbBIM POCTOM U
nasyLlHbIM PacnofnoXeHneMm Kucten, 2) acummpoBaHHble PacCTEHUA C OTKPbITbIM
POCTOM W NasyLHbIMU KACTAMU, 3) HedacummpoBaHHble OPMbl C AETEPMUHAHTHbLIM
TMNOM pocTa 1 4) pacTeHus C «NNMHOMAHBIM» couBeTuem. B nonynauumn rubpuaos Fa
OT TaKUX CKPEeLUMBAHWI 3HAUYEHUE y> NpU NPOBEPKE MMMOTE3bl O AUFEHHBLIX PasUUMSIX
MeXay poauTenbCKMMn doopMamm He NpeBbICUIo noporoeoro (Tabn. 9).

MabutyanbHO cxoxne popmbl (OBOWHbIE MYyTaHTbI det fas) Gbinn NOMyYeHbl U Npu

ckpewmBaHum myTaHTa «LtamboBbin» ¢ nuHnen OTP.

Tabnuya 9. NeHeTudeckun aHanm3 F, OT cKpelumBaHUa NUHUK «JlloNUHOMA» C
HOpManbHbIMKU hopMamMKn K NornyvYeHne ABOWHbIX MyTaHToB fas det B F, («LUTamGoBblIii»
(fas) x OTP (det)).

lNpumeyvarue: O — Habnogaemoe 3HayeHne, E — oxxngaemoe; uncno creneHen ceobopwl d.f. = 3, p
< 0.05.

Yncno pacteHumn
Monynsums bacy,, Hedacw, | ®acy, | Bcero | Ho-runotesa | Zy?
Hopma 6e3 P P
OTP A A
«JTronnHouna» O B 42 - 14
56 31 0.000
* Rosacrone | ¢ 42.00 14.00
«MonuHona» | | 103 | 25 22 11 9:3:3:1
(fa det) x 161 4.907
WL1132 E| 9058 | 30.18 | 30.18 | 10.06
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«MonuHouna» | O| 52 15 15 4

86 0.780
x dnarmaH E| 48.36 | 16.13 | 16.13 5.38
«MonuHona» | O] 114 25 24 11

174 6.729
x Wasta E| 97.86 | 32.63 | 32.63 10.88
«Wram6osbity» | O| 71 21 31 8
(fas) x ATP 131 2.306
(det) E| 73.68 | 24.56 | 24.56 8.20

OtmeTM, 4TO rMOpuAbl BTOPOro MNOKONEHWs c reHoturnom det fa obnapanu
3HaAYUTENbHO MEHEe BbIPAXEHHbIM MPOSBMEHNEM HapyLleHUs B pPasBUTUKU, YeMm
poautenockas dopma «JllonuHona», n B psage cnydaeB ObinM NpakTU4ecKu
HeoTnMuMMbl OT mbpuagos det FA. Takum 06pa3oM, MOXHO 3aKNYUTb, YTO
MHOrOLBETKOBbLIN TEPMUHANbHbLIN LIBETOHOC SIBMSIETCA pe3ynbTaTtoM B3avMOLEeNCTBUSA

uenon KombuHauuu I'eHOB-MOLI,Mq)MKaTOpOB, KOTOpad nerko pacnapgaetca npu

CKpellnBaHUAX.

Puc. 21. CougeTtne nuHum «JlronnHona»
BuA cooky (A) n ceepxy (B).

MacwTtabHaga nuHenka 1 cm.
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3.3. TMNoppepxaHue nponucgpepaTUBHOU aKTUBHOCTM anuKanbHOMN

MepUCTeMbl

AcnekT dyHKUMoHanbHon aktuBHocTU [1AM, cBsi3aHHbIAW C MPOAOIDKEHNEM
nponudepaunn, n3yy4eH y ropoxa sIBHO HegocTtaTouHO. B xope Hactosduwen paboTbl
nccnenoBaHbl 0COGEHHOCTM HacnegoBaHUsa U nNposiBneHus mytauuun deh (determinate

habit), npuBoAsLLEN K NpEXOEBPEMEHHOMY NPEKPaLLEHNIO pocTa nobera.

3.3.1. AHanu3 ¢peHoTMNA MyTaHTOB deh B cpaBHEHUN C HOPMOW

Puc. 22. CoueTne myTtaHTa deh (copt ®narmaH) - cxema (A), potorpacdus (b) n
npunuctHukn (B). Ctpenkamn nokasaHbl y3rbl C pegyumpoBaHHbIMKM nuctbamu (B) m

y3en nHmumauum useteHus (B). O6o3HaveHns kK A cm. Ha c. 6.
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MyTaHTbl deh xapakTepusyrlTcs paHHUM npekpalwieHnem aktusHoctn MAM. Tlo
AaHHbIM NuTepaTypbl (Hanpumep, [KonabikoB 1 ap., 2006]), 3TO HapyLleHne coyeTaeTcs
C YMeHblLUeHneM nrowaan nNpuIMCTHUKOB BEPXHUX y3roB. ABTOPblI NPOUUTMPOBAHHOM
paboTbl CYMTAOT, YTO OTMMpaHMEe anekca HaxoauTcs B MNPSMOA 3aBUCUMOCTU OT
M3MEHEeHNa nnowaanm MNOBEPXHOCTU  MPUIIMCTHUKOB:  «CUMbHas  pedykums  u
nocnegywoulee  ObicTpoe  onagaHue  (anekca) — onpefensieTcs  HegoCTaTKoM
NNacTM4eCcKNxX BeLLecTB, BbI3BaHHbIM YMeHbLUEeHWe nnowagm oToacCuMmUnupytoLemn
NOBEPXHOCTU B 3TOW 30HEe pacTteHnay [KoHabikoB u ap., 2006: 34].

Takas norvyeckad nOCbIfIKa, OYEBUAOHO, HYXXOAeTCA B LOMNOSTHUTENbHbIX
PU3MONOrMYECKNX  UCCNedoBaHUsX U BbIMSAUT  HEOYEeBWOHOMW,  MOCKOJSIbKY
OETEPMUHAHTHBIN  TUM  pOCTa He XapakTepeH, Hanpumep, Ana ¢GopMm C
peayunpoBaHHbIMM nNpunucTHUKamn (reHotun st). Tak, y copta Filby, pacteHus
KOTOPOro UMeLoT ycaTble (6e3nMCTOYKOBbIE) NIMCTbA N peayLUMpOBaHHbIE MPUINCTHUKW,

4ncno penpoayKTUBHbIX y3rnoB B ycrnosusax nons B 2009 r. coctasuno 8.000 £ 1.000.

ADAKCHANBHARA ABAKCUANBHARA

Puc. 23. Anuaepmuc
NPUANCTHUKOB pacTeHumn c
OEeTEPMUHAHTHBIM TUMOM pocTa U
KOHTpons.  KneTtouyHble  rpynnbl,
BO3HMKatoLLne B pesynbtaTte
aCMMETPUYHbIX AeneHnn
BbldeneHbl  OTTEHKaMW  Ceporo.

MacwTtabHag nuHenka 100 MkM.

Mpw JeTarnbHOM aHanuse
deHoTUNAa MyTaHTa deh no
CpaBHEHMIO c HOpMarnbHbIMU
pacTeHUsiMM yaanocb YCTaHOBWUTD,
YTO ONa nepBblX OENCTBUTENbHO

XapakTepHa CcunbHas  peaykums

NPUINCTHUKOB. MpynmepHo C
cepeaviHbl nobera nnowanb
NPUANCTHUKOB 3HAYUTENBHO

YMEHbLUEHA; NPUIUCTHUKN BbIMMSAAST He4opa3BUTbIMU, C NOMYNPO3paYyHON NaCTUHKON,
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paHo 3acbixatoLen no kpaam (puc. 22B). Peaykumsi HOCUT NpOrpeccupyroLwmim xapakrep
(pnc. 22B, 26). B ycnoBusax Tennuubl AOBOSIbHO XapakKTEPHO HEMOSTHOE NpPOSABIEHUNE
9TOro npu3Haka: 4acTb MNPUITMCTHUKOB (3a4acTylo OOVH U3 OBYX B Yy3re) ocTalTcs
HepegyuupoBaHHbIMK (puc. 22B). B page crniydaeB nocrne HeCKONbKUX Y3M0B C CUSTbHO
peayuMpOBaHHbIMW NPUNINCTHUKaAMKU POCT npogorkaetca ¢ opMUpOBaHNEM Y3IOB,
HecyLwmx HeM3MeHeHHble NUCTbs. BepoaTHo, onpeaensowmm (paktopomMm B pasBUTUK
9TOr0 SIBMEHMSA BbICTYNaeT BbICOKask BRaXHOCTb. bbina Takke wm3yveHa CTpyKTypa
KNeToK anngepmMuca NpuInCcTHUKOB MyTaHTa deh (copT ®narmaH, npoaHanv3MpoBaHbl
NPUANCTHUKA HOPMarbHOro pasmepa v C npusHakamu pefykumm) u pacTeHWin OUKOro
Tvna (nuuua OTP) (tabn. 10). OBHapyxeHOo, 4TO anuaepmarnbHble KNEeTKN HOPManbHbIX
pacTeEHNUA UMMEKT M3MEHYMBYIO (opMy C BOMHOOGpPaA3HbIMM  AHTUKNUHANBHLIMU
CTEHKaMK, HECKONIbKO OTfMyarTca no dopmMe Ha abakcmanbHOWM W agakcuanbHOW
cTopoHax (puc. 23). Yncno yctbuy Ha abakcmanbHOW MOBEPXHOCTU Borblue, YemM Ha
agakcuarnbHoun (B HOpMe NUCT ropoxa aMuUCToMHbIN). Y pacTteHun copta dnarmaH Ha
HepeayLMpOBaHHbIX NPUIIMCTHUKAX KNETKM B LLENOM HOpMarsibHbl U HEe OBHapyxusaroT
3HAYMUTENbHbIX OTNMYUA OT TakKoOBbIX Yy pacTteHmi paukoro Ttuna. OpgHako Ha
NPUNNCTHUKAX BEPXHUX Y3MOB KapTUHa MHAas: KNeTKU Mefkue, aHTUKNNHaNbHbIe CTEHKU
npakTu4eckn 6e3 NCKPMBEHMI, BO MHOMMX CriyvasX yaaeTcs onpeaenuTb CECTPUHCKME
KNneTkn (BO3HMKLINE B pe3ynbTaTe O4HOro akta MnTo3a). YcTbuua MeHbLUE MO pasmepy,
HO, NO BCEW BMAMMOCTU, PYHKUNOHANbHbI: HA pensinkax BU3yanuanpytoTca N OTKPbITbIE,
N 3aKpbiTble YCTbU4YHble wWenu (puc. 23). B uenom anuaepmuc penyumpoBaHHbIX
NPUINCTHUKOB  NpeacTaBnseTcsa HegopasBuTbiIM. Ha HemM  OTY4EeTNIMBO  MOXHO
pacno3Hatb cneunduyeckme KneTouHble [pynnbl, BO3HMKaKWOWMWE B pesynbrate
nocnefoBaTeflbHbIX  aCMMMETPUYHbLIX  AENEeHUWA W chnyxawue OCHOBOWM  Angd
aHOMOUMTHOro ycTbU4HOro annapata (cMm. 063op [Nadeau, Sack, 2002]).

Tabnuya 10. 3Ha4YeHNs1 KONUYECTBEHHbLIX NPU3HAKOB ANMaepMmca MPUITMCTHUKOB
y copta ®narmaH n opm [OMKOro Tuna B YCnoBusax Tennuubl: B - BepxHAs

(apakcmanbHas), H - HWxHAs (abakcuanbHas) CTopoHa.

[MapkeTHble KNeTKn Yctbuua
Kpyrnbin
JInHns (reHoTmn) Mnowaab MNepumeTp, OnvHa wenn,
) ko3 bULMEHT
NOBEPXHOCTU, MM MM MM
dopmbl
B 0,001636 + 0,217192 1,524454 + 0,015535 +
OTP (det DEH ST), 0,000415 0,042623 0,097042 0,001470
KOHTPOSb H 0,002203 0,175176 £ 1,055573 0,017118
0,000534 0,030942 0,073607 0,001789
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0,001597 + 0,232728 + 1,642873 0,016568 +
®narmaH (DET deh ST),
0,000402 0,046238 0,141685 0,001524
HepeayuMpoBaHHbIe
0,002152 + 0,279780 + 1,700319 0,019191
NPUNMCTHUKN
0,000576 0,059279** 0,155026 0,002640
0,000326 * 0,012607 + 0,201569 + 0,008929 +
dnarmaH,
0,000093** 0,002209** 0,041357 0,000965
penyLMpOBaHHble
0,000179 + 0,058025 + 1,232168 + 0,009345 +
NPUINCTHUKA
0,000051 0,009887** 0,087821 0,001320
0,003265 + 0,436353 + 2,135218 + 0,018909 +
0,000712** 0,090804** 0,210207 0,002389
Filby (DET DEH st)
0,003114 0,424113 2,143953 + 0,019823 +
0,000504** 0,056662** 0,152208 0,001638

[ns cpaBHEHMs1 NpoaHanuaMpoBann O0COGEHHOCTU anuaepmmuca NPUIMCTHUKOB Y
Filby),

peaoyunpoBaHHbIMKU NPUITMCTHUKaMN. [MokaszaHo, 4TO NapKeTHblE KIEeTKN Ha obenx

HocuTenenm MyTtaumm st (copT KOTOpble Takke XapakTepusyrTcd
CTOpPOHax MNPUINCTHUKA KPYMHblE, C CUMbHO MU3BUTBIMW aHTUKIUHANbHLIMU CTEHKaMW,
yCTbuLa HopManbHoro pasmepa (puc. 23). o Bcenm BMOMMOCTW, Y MyTaHTOB St
YMeHbLUEHWe pasMepoB NPUNTUCTHUKOB CBA3AHO C YMEHbLUEHNEM YMCIIa KINEeTOK, a He UX
pa3mMepoB 1 cTeneHn andgepeHuMpoBaHHOCTH.

BO3MOXHbI  pasnnyHble MNoTe3bl OTHOCUTENbHO MNPOUCXOXOEHUA deHoTMna
MYTaHTOB deh B ero acnekrte, KacaroLlemcsl NPUNUCTHUKOB. Tak, Hanpumep, npu paboTte
c A. thaliana nokasaHo, 4TO AuddepeHUMpOBKa MapKeTHbIX KIEeTOK anuaepMmuca
cBsi3aHa C yBenuyeHnem ux nrouaHoctu [Melaragno et al., 1993]. Ons Toro 4to6bI
onpegenuTb CBA3b C NPOLLECCOM nonunnonansauun (MnNu ero HapyweHUsMn) y MyTaHTa
st ropoxa, TpebyTca AONONHUTENbHbIE UCCNESOBAHNS.

Kpome Toro, He06X04MMO OTMETUTHL CUNBHYIO PEOYKLMIO HE TOSNbKO MPUANCTHUKOB,
HO W YacTu NUCTOBbIX NMACTUHOK B BEPXHUX y3rax. B HEKOTOpbIX cnyyasx nuct BoobLue
OCTaeTcs HeopasBUTbIM, B BUAe HeEBONbLIOro 3a4aTka, XoTs y3fbl C HeAOPa3BUTLIMU
NNCTBSAMN MOTYT YepenoBaTbCHA C y3namu C HOPMaribHO Pas3BUTbBIMU NIUCTbAMU (puC.
22B). Takas

npodaBnAeTCcA B YCIoOBUAX Tennubl.

HEpaBHOMEPHOCTb B  pPasBUTUN JIMCTbEB OCOBEHHO OTYETNNBO

PenpoaykTnBHasa 30Ha MyTaHTOB deh 3Ha4MTEeNbHO COoKpalleHa. Tak, npu aHanuse
NpU3HaKa «4YUCIo PenpoayKTMBHBLIX y3noB» y copTa drnarmaH B MOMeBbIX YCrOBUSIX B
2007 r. ObINO 3aduKCMpoBaHO cpegHee 3HadeHue 3.6596 * 0.9057 (ykasaHo

cTaHAapTHOe OTKIOHeHUe). B TOT e nepuopn 3HadYeHne Toro e napameTtpa y rubpmaos
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F1 (PnarmaH x Filby) coctaBuno 6.3333 = 1.9720 (obpawaet Ha ceba BHUMaHue
deHoTUNMYeckas HeOQHOPOAHOCTb MBPUAHON NOMNYNALUN, CM. HUXE).

[MonyyeHHble Npu n3ydeHnn oeHoTuna MyTaHToB deh AaHHble NO3BONSAIOT CYUTaTh
HapyweHus B pa3Butum NAM n nucTbeB NNENOTPOMNHbIM NPOSABEHNEM MyTauun, He
yCTaHaBnmBas Mexay HUMU NPUYMHHO-CIIe4CTBEHHOW CBA3MW, KaK 3TO MOCTYNIMPOBAHO B
pabote [KoHabikoB u gp., 2006]. B nonb3y Takoro 3akn4yeHuUss CBUOETENbCTBYIOT
cnegytowme obcToAaTeNbLCTBA:

1. PegyumpoBaHHble NPUANCTHUKN MYTaHTOB deh obnapatot
YHKUMOHANBHBIMW YCTbULAMU U, BEPOSATHO, CMOCOBHBI K TpaHCnupauuu.

2. Y MyTaHTOB Sf, Takke XapakTepusylLlnxcs  peayuupoBaHHbIMU
NPUIIMCTHUKAMM BO BCEX Yy3nax, COKpalleHUs reHepaTtuBHOM ¢a3bl He
Habniogaetcs (CM. BbiLe).

3. B ycnosusax tennuubl YMCNO penpoayKTUBHbLIX Y3NOB Y MyTaHTa deh Huxe,
Yyem B nofile, B TO BpeMs Kak Ans nnowagn MNpUInNCTHUKOB B TeX Xe
ycnosusax Habnogaetca obpaTHas 3aBMCMMOCTb (Tabn. 11).

[locToBepHOM Koppensaunum Mexagy CyMMapHOW nrowagbio MPUINCTHUKOB B
pPEeNpPoOaYKTUBHOM 30HE N YNCIIOM PENPOAYKTUBHBLIX Y30B HE OTMEYEHO (puc. 24).

OuyeBnaHoO, 4YTO CBOM BKNag B hOTOACCMMUNALMNIO BHOCAT Takke NUCTbs, cTebnu,
Yalleyksn LUBETKOB W [OpyrMe opraHbl, [MO3TOMYy WHTEprnpeTtaumMss akTUBHOCTU
accuMunauMM  Kak  (PyHKUMM naowagn  MpUMCTHUKOB  SBNSAETCA  CYLECTBEHHbIM
ynpouwieHnem. Takum obpasom, edBa v BO3MOXHO MpexaeBpeMeHHOe OTMUpaHue
anekca, CBA3aHHOe C peayKuuen NPUIIMCTHUKOB M OTYaCTU NUCTbEB, XOTA WMEHHO
«JINCTOBOMY» (PEHOTUM CNYXUT HaZeXHbIM (PEeHOTUMNYECKMM MapKepoM pacTeHuUn C
MYTaHTHbIM reHoTunom. B ganbHenwen pabote npmsHakm nucta Obinv NCNONb30BaHbI

Kak MapKepbl Npy onpeaeneHnn xapaktepa HacnegoBaHus mytauum denh.

7
E o
el - Puc. 24. BsanmocBs3b
o
s° o) yucna penpoaykKTUBHbBIX Y3M0B U
I
=
g 4 © CyMMapHOM nnowaamn
=
= o
a 3 3 MNPUIIMCTHUKOB PEenpOaYKTUBHOM
i
g 2 30HbI y NHAMBUAYanbHbIX
E| 0 Q @) .
e 1 % 8 > pactenmit copta [OTP B
=0 Q Q ‘ ‘ ‘
YyCNnoBuaX Nonst WM Tennuubl
0 1 2 3 4 5 6
q (MoKasaHbl CMHUM W  KpaCHbIM
UCINo penpoaAyKTUBHbLIX Y3NOB
COOTBETCTBEHHO).
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Tabnuya

11.

3aBUCUMOCTb

pa3MepoB

NPUINCTHNKOB 7

BEeITMYUNHbI

pPenpoayKTMBHOW 30HbI OT YycrioBun y copta dnarmaH (deh) B 2009 r. lNnowagb

noacyMtaHa AnA BCEX pPeEnpPOAYKTUBHbLIX Y3roB. YKasaHbl cpegHee 3HadeHune *
CTaHOapTHOE OTKMOHEHWe.
Ycnosus CymmapHas nnowagb | Yicno penpoayKTMBHbIX
NPUITNCTHUKOB, CM2 y3roB
Mone 2.5370 £ 2.2871 3.1111 £ 0.7817
Tennuua 7.5524 +6.9690 21111 £ 1.1667
3.3.2. F'M6épupgonornyecknmn aHanus HacnepoBaHUA npu3Haka

OeTepMUHAHTHOro Tuna pocTa
Mpn n3yyveHnn HeCKoNbKNX rmbpunaHbix nonynaumm F, oT ckpewmnBaHun ¢ y4acTmem
B KayecTBe OOHOW M3 poauTenbckux opm copTta PnarmaH (deh) GbIM NONyYeHbI

cnegywowme gaHHble (Tabn. 12).

12.

AeTepMnMHaHTHOIo Tuna pocTa.

Tabnuuya MMBpugonorMyecknn  aHanuMa  HacrnegoBaHWa  MpuU3Haka

lNpumeyarue: O - Habnogaemoe 3HadeHune, E - oxngaemoe 3HayeHume, d.f. = 1, p < 0.05. 3HaveHus

XZ, npesblilawine KputTn4eckne, BblaeneHbl MOJTYXXUPHbIM KypCcU8OM.

Yucno pacteHnn
Monynsums F Bcero Ho-rvnoTesa 2’
HopmarbHble OTP
®narmaH (deh) | O | 18 53 - 3:1 93.338
x Filby E|17.75 53.25 1:3 0.005
®narmaH (deh) | O | 62 32
94 4.099
x Rosacrone E | 70.50 23.50
®narmaH (deh) | O | 30 18 3:1
x 48 4.000
E |36 12
«WTamboBbIn»
®narmaH (deh) | O | 67 64 131 3:1 82.090
x OTP E | 98.25 32.75 1:3 39,758
OTP x 043 61 104 3:1 62.821
®narmaH (deh) | E | 26 78 1:3 14.821
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Takum obpasom, B 6onblWKMHCTBE CcnyyYyaeB HabnwogawTcsa OOCTOBEPHbIE
OTKINOHEHNA OT OXMAAEMOro pacllenneHus, cauaeTenbcTBylowmne 06 OTNUYHBIX OT
MOHOTFEHHbIX PasnNUYMax Mexay poauTenbCckummu gopmMamn. ATOT PakT OTMEYEH U B
nutepatype [babanueBa, 1996], x0T B HEKOTOpbIX paboTax HUKaKUX OTAUYUA OT
MOHOreHHOro Tuna HacrnegoBaHus He oTMeyeHo [3ybos, KHasbkoBa, 1989].

B egouHctBeHHOM cnyvae (F, ®narmaH x Filby) 6bino oTmMeyeHo goctoBepHoe
COOTBETCTBME HabMAaemMoro paclenneHnsa oxXngaeMmomMmy B Criydae cnpaBeannBoCTH
rmnoTesbl O AOMUHMpPOBaHMM npusHaka OTP. Ona npoBepku 3TOW rmnotesbl Obino
N3y4eHO NposiBrieHne psiia KONMMYEeCTBEHHbIX MPU3HaKOB NPUNCTHUKOB rmbpuaos Fq oT
ckpewmBaHnun dnarmad x OTP n ATP x ®dnarmaH (MakcMmarnbHbI KO3IPULMEHT
acuMMeTpUn NPUITUCTHUKOB; KPYrNbIN KO3MUUMEHT (POPMbI, NepuMeTp 1 nrowaab
MOBEPXHOCTM MapkeTHbix kneTok?). [lonyyeHHble AaHHble ObiNM  NOABEPrHYTHI
(haKTOPHOMY aHanuay C 3KCTpakuuen OaHHbIX Mo MeTody MaBHbIX KOMMOHEHT. bbino
nokasaHo, 4to rmbpmabl F1 yknoHawTca B CTOpoHy copTa dnarmaH (deh), xoTa n He
AOCTUratoT ero, T.e. HabngaeTca HenonHoe AOMUHMPOBaHWE MyTauumn deh (puc. 27).
BonblwKMHCTBO  mMccnegoBaHHbIX  nonynsumMi  Fp,  ogHako, He  oBHapyXuBaroT
OOCTOBEPHOro COOTBETCTBUSA HabNogaeMoro paclienneHvus oXuaaemomy pJaxe c
y4eTOM HENOSIHOro OOMUHMpPOBaHUSA. BepoaTHo, npusHak [OTP y myTtanTa deh

noaBepXKeH MOAMULIMPYOLLEMY BIUSHUIO Cpeabl U TEHHOTO OKPY>KEHMSI.

4 MI/IKpOMOp(I)OJ'IOFI/I‘{eCKI/IC MMPpU3HAKKW YYUTBIBAJIN Ha abakCHaIbHOW U aﬂaKCHaJ’ILHOﬁ CTOpOHAxX MNPUIHMCTHHUKOB
OTACJIBHO.
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Puc. 25 3HauyeHns  KoadPuUMEHTA  ACUMMETPUM  MPUIIUCTHUKOB Y
nHOMBUAyanbHbIX pacTteHun copTtoB OTP u ®dnarmaH (nokasaHbl CUMHMM W KpacHbIM

cooTtBeTCcTBEHHO). NFI - y3en nHmumauumn useteHus.

3.3.3. OnpepgeneHue nonoxeHna reHa DEH Ha reHeTU4YeCKOM KapTe

Kak yxxe 6bino ynomsaHyTo, A.E. 3y6os n C.P. Kuasbkosa [1989] npuBoasaTt aaHHbIe
0 aeduumte cbopm deh st u deh b B rubpuaHon nonynsauum F, OT ckpewmnBaHus oopMbl
C JeTePMUHAHTHLIM POCTOM U JNIMHUW, MapKUPOBaHHOM MyTaumsammn st n b. XoTs B 9TON
paboTe He npuBedeHa KonmyecTBeHHast 0bpaboTka NEpPBUYHBIX Pe3yrbTaToB, MOXHO
npegnonoxuts cuennenne DEH ¢ mapkepamu [ClII.

B nonynauumn F, oT ckpewmBaHua dnarmaH X Filby oueHMBann coBMecTHoe
HacnepoBaHue DEH w mapkepos 'Clll — LE n ST, a Takke MOMEKYNApHbIX Mapkepos
Pa3fNYHbIX TWUMOB, JOKANW30BaHHbIX B 3TOW rpynne cuenneHusi. 3Hadenus y> npu

npoBEpPKE rmnoTe3bl Ho 0 He3aBncMmMom HacrnegoBaHUn npmBeaeHbl B Tabn. 13.
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Tabnuuya 13. OueHka He3aBUCUMMOCTM HacnegoBaHuss reHa DEH ¢

MopdonornyeckumMmm n monekynsapHoimm mapkepamu FClll B nonynaumm Fo (Snarman x

Filby).
Mapa Knaccol B pacwenneHum Yucno )
_ | Ho-rvnotesa ZX
mapkepoe | DA | DH | DB | AA| AH | AB | pacteHuu
DEH - LE 35 14 10 8 67 9:3:3:1 4.350
DEH - ST 36 12 13 4 65 o 0.124
DEH -
10 23 11 3 7 4 58 0.371
AB92
6:3:3:2:1:1
DEH -
9 18 14 | 4 9 4 58 2.218
PSBLOX2

lMpumeyaHue: A - romMo3uroTbl Kak nepsbin poauTens (PnarmaH), B - romMosnrotbl kak BTOPOW
poautens (Filby), D - gOMWHaHTHBLIM beHOTUN KakK y nepBoro poautens, H - retepoauroTsl, d.f. = 3, p <
0.05.

3.3.4. BsanmopgeunctBue reHa DEH c ppyrumun reHamum, perynvpyrowmmun
aKTUBHOCTb NO6GEroBow anukasbHON MepUcTeMbI

Mpn npoBeaeHnn rmMbpnOONOrMYECKoro aHanuM3a HacnegoBaHust reHa DEH Gbinu
nonyyeHbl ABOWHble MyTaHTbl deh fas, deh fa n deh det, 4yTO [ano BO3MOXHOCTb
N3y4nTb OCOBEHHOCTM B3aMMOLENCTBUSA KINIOYEBBIX PErYNATOPOB akTMBHOCTU [MAM.

bbino ycrtaHoBneHo, 4to reH DEH cBA3aH C  perynatopHbiMM  NyTAMMU,
He3aBUCUMMbIMU OT HeraTMBHOW perynsaunmn pasmepos NAM. dacuumnpoBaHHble hopmbl,
rOMO3UroTHble MO MyTaHTHOMY annento deh, obnagalT agouTUBHBLIM (PEHOTUMOM:
pasBMBaeTCca acuMmpoBaHHbIA Nober ¢ xapakTepHbIM COUBETUEM, HO MPUIMCTHUKA B

BEpXHen Yyactu nobera 3HaunTENBLHO peayumpoBaHsbl (puc. 28).
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Puc. 26. CymmapHas nnowagb NPUANCTHUKOB Y WHOMBUAYamNbHbIX pacTeHUi

coptoB TP n ®narmaH. O603HaueHnsa cm. Puc 25.

Bonbloe 4ncno NUCTLEB B BEPXHEN YacTu dpacuMmpoBaHHOro nobera nornyHo
paccMaTtpuBaTb Kak OBCTOATENbCTBO, B LEMOM YyBeNMyuBawLlee acCUMUMNPYHOLLYHO
NMOBEPXHOCTb MO CPaBHEHWIO C HOPMamNbHbIMA pacTeHnaMU. TOT dakT, uTo
npekpalleHne pocTta y MyTaHToB deh fas wn deh fa npoucxoautT Tak Xe, Kak U y
HedacummpoBaHHbIX MyTaHTOB deh FAS v deh FA, Takke KOCBEHHO yKasblBaeT Ha
OTCYTCTBME MPSIMON 3aBUCMMOCTU MpekpaweHuss nponudgepauum NAM oT peaykumm
NPUITUCTHUKOB.

OnpegeneHHbii UHTEPEC BbI3bIBAET BO3MOXHOE B3aumogenctBme reHoB DET wn
DEH, TaK kak MyTauusa B KaXXaAoM U3 HUX NPUBOAUT K AeTePMUHAHTHOMY Tuny pocTa. B
paboTte [LWWeByeHko, LLeByeHko, 1990] ykasaHo, YTO ABOWHbLIE MyTaHTbl deh det BoobLe
He OOHapyXuBalTCA B TMOPMAOHLIX MONyNAUMAX BCREeACTBME feTanbHOCTU TaKow
KomOMHaumn. B HacToswen pabote Takme MyTaHTbl Obinu nonyyeHbl. OHU B LENOM
XapakTepusyTca agauTuBHbIM - (PEHOTUMNOM, XOTS  pedykuus MNPUNUCTHUKOB B
penpoayKTMBHOM 30He (N0 KpavHen Mmepe, Ha ocu | nopsigka) HOCUT Kyda MeHee
BbIpa@XXEHHbIN XxapakTep, YemMm y MyTaHToB deh DET. Bcnencteue 3TOro BbidBNEHWE
Takmx opM B rMBpuaHbIX NONyNAUMAX COCTaBfsieT OnpefeneHHyr TPYAHOCTb (YTO,

BEPOSITHO, MOCIYXXWNI0 OCHOBaHMEM 4151 IPOLMTUPOBAHHOIO BhilLE 3aKIHYeHUs ).
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Puc. 27. AHanu3 rnaBHbIX KOMNOHEHT pacTeHun copta ®narmax (deh), nuuum TP
(DEH) v rubpmnaoB nepBOro noKoneHns OT NPsIMOro U 06paTHOro CKpeLLUMBaHUA MeXay
HUMU. A - amnnudukaums SSR-mapkepa AA355 ana noatBepXgeHUs npupoabl
mbpugos (M - mapkep monekynspHon maccel 100 bp + 1.5 kb DNA Ladder,

«Cunb3H3MM», yKasaHbl ANNHbI oparMeHTOB B N.0.); b - aHann3 rnaBHbIX KOMMOHEHT.

Mo>kHO 3akno4unTb, YTO reH DET akTuBEH Ha Bonee paHHMX aTanax MopdgoreHesa,
yem DEH, wn TtpaHcdopmauua [MAM y wmyTaHTOoB det B MepucTemMy LIBETOHOCA
onepexaeT MOCTENEHHOEe nNpekpalleHue ee akTUMBHOCTWU, OBYyCnoBNeHHoe MyTauuen
deh.
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Puc. 28. ®deHoTtun
OBOWHOro MyTaHTa deh
fas. MacwTabHasa nuHenka

1 cm.
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3.4. Perynﬂuvm aKTUBHOCTMU anuKanbHOMN MepucTtemMbl Na3yLwiHoro

LBeToHOCa

"OpOX NOCEBHOM B HacTosiLee BpeMs ABNAETCA OCHOBHbIM MOAENbHbIM 06 bEKTOM
AnNs n3ydeHust MopgporeHesa CroXXHOro coupetTund. B nasyxax NUCTbEB Ha rfaBHOM OCU
pacnonoXeHbl OCM BTOPOro nopsaka OBYX TUMOB: BOCNPOWU3BOASALLME MO CTPOEHMUIO
rMaBHYl OCb Mapaknagum («AnvHHble napaknagun» B TepMmuHax BebepnuHra
[Weberling, 1989]) n aByxuseTkoBble abpakTeo3Hble KMCTU («KKOPOTKME napaknagnmy)
(cM. cxemy Ha c. 6). O4yeBNgHO, YTO B OCHOBE MopdoreHesa ASNIMHHbLIX Napaknagues
nexart B LEeNOM Te Xe NPUHUUMbI, YTO M Yy rnaBHoW ocu. PopmMMpoBaHUE KOPOTKUX
napaknagves ynpasnaeTca psagoM ocobbix reHoB, OCHOBHbIM U3 KOTOPbIX siBnsieTcs LF
(cm. Tarke O630p nuTepaTypbl), U nNpeactaBnseT cobon NPaKTUYECKN HEU3YYEHHYH
obnacTtb reHeTUKN mopdooreHesa pacteHun. B aton cBssm ropox (M 606oBbie B LIESIOM)
npeacTaBnAeTcsa YpesBblHaiHO YAOOHbIM 0OBLEKTOM AN U3yvyeHns buonornm passuTns
CINOXHOro CoLBETUS.

OyeBMOHO, 4YTO MOXHO TOBOPUTb OO AaKTMBHOCTM anuKanbHOW MEpPUCTEMbI
KOpPOTKOro napaknagus (nasylwHoro LUBeToHOCa) Kak O  YHKLMOHMPOBAHUN
obpasoBaTenbHON TKaHW OYeHb cneumanunanpoBaHHoro nobera. [0ns Hee xapaKTepHb!
cnegywowme ocobeHHOCTH:

e BTOPUWYHBLIN (MO OTHOLWeEHMO K AM rmasHoro nobera) xapakrep;

e no3aHsAs (NO CpaBHEHUID, HaNpUMep, C MNCTbAMU) UHULMALNS;

e KpaTKOBPEMEHHOE (PYHKUMOHMPOBAHNE W CBOEBPEMEHHOE MNpekpallieHve
nponudepaunm c obpasoBaHmeM CTEPUNBHOrO OTPOCTKA;

e 3anpert (y ropoxa) Ha obpa3oBaHMe naTeparnbHbIX OpPraHoB - BpakTen.

Hactoawmn pasgen nocBsiLeH PacCMOTPEHUID OCOBEHHOCTEN reHEeTUYECKOro
KOHTPONs (hOPMMPOBAHNA CreLnannuanpoBaHHbIX OCEN BTOPOro nopsiaka - nasyLliHbIX
LUBETOHOCOB. Haubonbwunin wHTEpec nNpeacTaBnAlT Te acnekTbl pasBUTUA  3TUX
OpraHoB, KOTOpble HENOCPEACTBEHHO CBA3aHbl C aKTUBHOCTbLIO anukanbHOW MepUCTeMbI

rnaBHOW OCMW.

3.41. ®eHOTUNMYECKAA XapaKTepuUCcTUKa MYTAaHTOB C HapyLeHUsAMU
cdopmMmMpoBaHMA Na3yLHOro LBeTOHOCA

3.4.1.1. Mopghbonozusi na3ywHoO20 ysemoHoca y pa3siudHbIX JIUHUU

B HopmMe B nasyxax nucTbeB nopanbHOM 30HbI Yy ropoxa pasBuMBatOTCA
LBETOHOCHI (06bIYHO ABYXLBETKOBbIE), KOTOPbIE cpa3dy nocrie (hopMMPOBaAHUSA BTOPOro
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LBeTKa npekpawarT pocT U 3aBepLuatoTca bonee nnu meHee BblpaXeHHbIM OTPOCTKOM
ocu (apical residuum, stub) (puc. 30A). Y HekoTOpbIX hacummpoBaHHbIX POPM BMECTO
oTpocTka OopMUPYOTCA propanbHble OpraHbl: LBETOYHaa noyka (0B6bl4HO paHo
oTMMparLas) unu, pexe, LUBeToK ¢ boree vnnm mMeHee pPasBUTbIM OKOSOLBETHUKOM
(puc. 30B, IN). B nepuoa HabnogeHns nogobHOro poga OTKAOHEHUSA ObINIM OTMEYEHbI Y
myTaHTa «lltamboBbiny 1 nuHun JI 2771 (fas), nnuun JI 2671 (fa) n K301 (nod4).
Takum obpasom, y acummpoBaHHbIX pacTEHU BO3MOXHbI YeTblpe BapuaHTa
3aBepLleHns NasywHoro LBEeTOHOCA: KOPOTKUA OTPOCTOK, ONMHHBIA OTPOCTOK, paHo
oTMMpalLLasa LBeTOYHAdA NoYka N XOpOoLUO pas3BUTbIN TEPMUHANbHbLIN LBeTok (puc. 30).
CxogHble aHOManuuM oTMeyeHbl B nuTtepartype. [lepBoe onucaHve pasnnyHbiX Mo
NPOVCXOXAEHMIO aHOManun uBeTka (acuMmMpoBaHHbIX (opM ropoxa 6bino gaHo B
pabote J1.H. Koctpukoson [1967]. No3gHee aHOMarbHble LBETKN Oblfv OnNncaHbl y paHo

3auBeTarowmx (reHotun If) dhacummnpoBaHHbIX pacteHun [Ambrose, 1993].

= - Yalenuemux Winsisigu - Kporowul nuem
® @ nasyluHozo ueemoHoca
-wr - ¢hnaz
0 - nnodonucmuk
l AR, \ wr ~Hphime
]
( ® @ ‘ L - anemeHm nodoqku ~
g 0 ° )
Y = g ;1”62:;2;;:: :—:je;:;::ou 5 - OpzaHbl Mo3au4HOL
N .M. pu H <2 | cmpyxmypsi
b J 8 - MbIYUHKE
~ (©) - OCh NA3yWHOZ0
? s ysemoroca
i - cpacmarue
| | = d ! PN -,
]
] L]

7.

a.uo) a\’a‘ \{: K 9
é‘,maﬁ WL \v). (194
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0::} \ 6--.53..0) & M AA n0d4

Puc. 29. [QuarpaMmmbl aHOMambHbIX LBETKOB, TEPMUHUPYIOLLUNX Ma3yLlHble

LBeTOHOCHI Y MyTaHTa «LlUtambosbi» (fas) n nuHumn K301 (nod4).

MpsimoyroneHWKOM BblaeneHa Hanbonee ctabunbHas obnacTe LuBeTKa.
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Puc. 30. PasHoobpa3ne CTpoeHMs nasyllHbIX LUBETOHOCOB Yy MyTaHTa
«WtamboBbIN»: KOPOTKMM OTPOCTOK (A), ANUHHBIA OTpocToK (B), oTmupatowas
LuBeTovHasa noyka (B) n TepMmnHanbHbIN LBETOK C pa3BuTbiM okonouseTHukoMm (MN); A m E
- QNeKTPOHHble MUKpodhoTOorpachmm TUNOB, npeacTtaBneHHbIX Ha ¢oto A mn B
COOTBETCTBEHHO. XK - yBenuyeHHoe (OTO TepMUHaNbHOW CTPYKTYpPbl, CXOOHOW C
TepMuHupytowen usetoHoc . Ctpenkon ykasaHbl 6pakten. MacwabHasa nuHernka 1 cm
(A-T, 2K), 300 mkm (O, E).

B HeGonblwom yncne aHomanuu CTpPOeHMst NasyLLHOro LIBETOHOCA OTMEYEHbI U Y
NMHURA, Hecywmx myTtauuio det (OATP wn OTP(m)). Y nuHum WL102, mapkupoBaHHOM

myTaumen Iff, HUKakmx HapyLLeHuin nogoBbHoro poga He Habnoaanu, XoTa B nuTepaTtype
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YNOMWHAETCA BO3MOXHOCTb 00Opa3oBaHWsA TepMUHarbHbIX LBETKOB Ha NasyLUHbIX
uBeToHocax Takmx mytaHtos [Weller, 2007].

OTmedeHO, 4TO Yy OBOWHbLIX MyTaHTOB fas det u fas If npoucxoouTt ycuneHue
NPOSABNEHUS aHOMasMu: NOYTU BCE IKTONMUYECKUE LIBETKM 0briaganm XopoLwo pasBuTbiM
OKONOLBETHUKOM W LBENW JOCTATOMHO A0Nro. B To e Bpems y OAMHOYHbIX MYTaHTOB
fas n fa npaktnyeckm Bce aHOManbHble LUBETKM OTMMpanuM [0 packpbiBaHUS U
BbIrnggeny HegopassuTbiMU. Y OBONHOIO MyTaHTa fa det (NnnHua «JlrlonuHoma») HUKakux
aHomarnum CTPOeHUs nasylwHOM KUCTU He 6bINno oTMeyeHo. Y MyTaHTa nod4
TepMUHanbHble UBETKM 06naganu XopoLlo pasBuUTbIM OKOSTOLBETHUKOM U BbIfnin CXOXK C
TaKoOBbIMU Yy ABOVHbIX MyTaHTOB fas det n fas If.

B psage cnyyaes B ys3nax nasylwHOW KWUCTW, TEPMUHUPOBAHHOW aHOMarbHbIM
LBETKOM, pa3BuBanucb ounnomel (4acto napHoele, Puc. 30IN). B paboTte, nocBALLEHHON
TepMuHaneHbiM useTkam, A.A. TleHnH ¢ coaBTopamu [2005] ykasbiBatOT, YTO UCTUHHO
TEPMUHAnbHbIN LUBETOK C OKOMOLBETHMKOM MOXeET (POpMMPOBaTbLCS, TOSMbKO Oyayym
npeaBapeHHbIM  (uMnNnoMoM B npedwecTtBylowemM ysne. XoTa 310 npasuno 6bino
chopmynupoBaHoO ANA TepMUHanbHbIX LIBETKOB Ha OCW MepBOro nopsiaka (o4esngHo,
OHO BbIMNOMHAETCA W ANA napaknagues, AyOnuMpylWNMX B CTPOEHUU T[NaBHYO OCb),
BGpakTen npeawecTBYOT U TEPMUHANBHLIM LBETKAM Ha NasyLUHbIX LBeToHocaX. MHbIMuK
cnosamn, passuTue OpakTe M obpasoBaHMe TepMUHANbHOrO LBeTKa BbIMMA4AT B
LerioM CBA3aHHbIMW, XOTS ONpeaenuTb NPUYNHY U CrieacTBue 3aTpyaHUTENBHO.

KonunyecTtBeHHas xapakTepucTuka pacnpefeneHusi pasfunyHbiX TUMOB CTPOEHUS

nasyLHOro LBeTOHOCa Y (hacuMmMpoBaHHbIX NIMHUIA NpuBeaeHa B Tabn. 14.

3.4.1.2. Cummempus ysemka, mepMuHuUpyrow,e20 rnasywHsbili 48emoHOC

Bo Bcex cnyvasax cTpoeHue TepMUHaNbHOroO LBETKa OTNIMYanoch OT HOPMarbHOrO.
CpaBHeHWe guarpaMm aHoMarbHbIX LBETKOB NokasblBaeT, YTO Hambonee cTabusibHO
NonoXeHne agakcmanbHbIX (MO OTHOLUEHUIO K FMaBHON OCU U KPOKOLLEMY FINCTY Ha Hen)
OpraHoOB OKOSOLUBETHUKA - ABYX YallenncTukos 1 gnara (puc. 29). Yucno n nonoxeHuve
NPOYMX OPraHoOB 3HAYUTESTbHO BapbuUpyeT.

BeposatHo, B opmupoBaHne uUBeTKa C U3MEHEeHHOW Mopdosnormen vy
dacummpoBaHHbIX (POPM BHOCAT BKIla HECKONbKo haktopoB. B Hopme ansa useTka
BGonNbWMHCTBA M3YYeHHbIX GOOOBLIX XapaKTepHO OnepexeHue pasBUTUS OpPraHoB C

abakcmanbHom CTOPOHbI ", HanpoTmnB, TOPMOXEeHne pa3Bntna opraHoeB C
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apakcvanbHoi® [Tucker, 2003; Prenner, 2004]. OnucbiBasi B psige paboT npsivo
NPOTUBOMOSNOXHYIO TEHOEHUMIO (TOPMOXEHME 3akfagkm W pasBUTUS OpraHoB C
aflakcManbHOW CTOPOHbI) B UBeTkax GasanbHbix ogHoAonbHbiX, M.B. PemusoBa [cm.
0630p: Pemusosa, 2007] npegnonaraet MHIMbupytoLee BNnAHWE KporoLlero dpunmnoma
- BpakTen (Mnn B HEKOTOPLIX cnyyasx KpuntobpakTen). OgHako nogobHoe HabnwgeHne
HEe OOBbACHAET WHOro nopsigka 3aknagkm W pasBuTMsl opraHoB Yy  ©060BbIX,
coxpaHstoLierocst y ¢opM kak ¢ 6pakTeo3HbIMU, Tak U ¢ abpakTeo3HbIMU COLBETUSIMUA.
BepoatHo, Habnogaembin B 3TOM CEMEWCTBE MOPSAOK 3aKnagkm OpraHoB LBeETKa
ABNAETCA pe3ynbTaTOM nepekpbiBaHUSA WHIMOUPYIOWNX BAUAHUA (KpUNTO)OpakTew,
(kpMnTO)GpakTEONEN N annkanbHON MEPUCTEMbI COLIBETUS.

LiBeTOK, TepMUHUPYIOLNA Ma3yLlWHbIA LBETOHOC Y (acuMMpOBaHHbIX MYTaHTOB
ropoxa, OKasblBaeTCA B WMHOM OKPY>XEHUW WHIMOMPYIOLWNX  BIIMSHUIA, HEXenwu
nateparnbHble UBeTK1. MOXHO NpeanonoXuTb, YTO Ha 3aknagky U pa3BuTue opraHoB B
HEM OKasblBalOT BMUSHWE MEPUCTEMbl naTepanbHbiX LBETKOB W KPOKLLNIA
BeretaTuBHblM NUCT. WHbIM  pacnpegeneHnemM BAUSHUA  cnegyeT  OO0bACHATb
HanbonbLUyld CTabunbHOCTb afakcuarnbHbIX OpraHoB OKomnouBeTHuKa. Kpome Toro,
OOHOBPEMEHHO WMMET MECTO ABe TeHOEeHUMM - npekpaiwieHne nponudepaummn AM
nasyLHOro LBeToHoca C 0Opa3oBaHMEM CTEPUNIBHOTO OTPOCTKa (Ha 3aBeplUeHue
nponudepaunn ykasbiBaloT TPMXOMbI, pacnonaratLlmecs B OCHOBaHUN TEPMUHANBHOMO
uBeTKa U B HOpMe OTCYTCTBYIOLLUME HA LBETOHOXKax naTteparnbHbix uBeTkos, puc. 301)
n cpnopanbHbIN MOpdoreHes. He MCKMoYeHo, YTO anukanbHasi MepucTema nasyLiHoro
LBETOHOCA MeHbLUe MO pasmepaM, YeM HopmasnbHas ¢nopanbHas, 4YTO NPUBOLUT K
obedHEHNIO CTPYKTypbl LBETKa (4aCcTb OpraHoB HE 3aknagbiBaeTcd WM  He

pas3BMBaeTcs).

> Boo61ie B 9BOITIOLMOHHOM psily G060BBIX IIPOMCXOIUT TIEPEXO0Jl OT 3aKIaAKH HIEMEHTOB YaIIeuKH MO CIIMpaiy (B
nozcemeiictee Caesalpinioideae) k omHoBpeMeHHOIT KpyroBoii 3aknajke (HekoTopsie Faboideae) uepes paznuumbie
IPOMEKYTOUYHBIC CTa[WH, KOTOPbIE HEM3MEHHO XapaKTEPH3YIOTCS ONECpPEKEHUEM 3aKiaiKu abaKCHaIbHbIX
aneMeHToB [Prenner, 2004].
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Tabnuua 14. PacnpeneneHne pasnnyHbiX TUMOB CTPOEHUS NasyLUHOro LiBeTOHOCa

cpeau uccrnenoBaHHbIX NUHUNA.

MopsigkoBbIn
o Y3en 3
= 8 Twn TepMunHanbHou EpaKTem % HOMeEp
% g MHML"VIaU‘MM CTPYKTYpblI, % ' aHOMallbHOro
5 o LBETEeHNs usetka, %
JInHus (reHotun) 54 Q
° o (cpenHee = =
5 Q s x| s x| S z 2 3 s
g 5 3HayeHne * | S S| 3 9o| a . z 2 S S
E O I o 2] o I Q o o
7 > SD) g 8l £ gl 8 g% S = @ =
S 5 & 5|2 8l & o
Hem4ynHoBCcKkMin-766
10 48 14.0+0.82 | 88.0 | 12.0 - - 8.0 - - -
(koHTpOnb)
«WramboBbiny (fas) 20 121 13.9+087 | 116 | 74 | 60.3|20.7 | 314 | 264|521 ]| 13.2
JI2671 (fa) 10 64 154+0.99 | 594 | 171 | 18.8 | 4.7 | 125 - 23.4 -
K301 (nod4) 20 111 144+069 | 52.3| 54 | 18.0| 243 | 2.7 - 42.3 -
OTP (det) 10 30 13.6+1.17 | 59.9 | 26.7 | 6.7 6.7 | 300 3.3 |10.0| 3.3
OTP(m) (det) 10 20 19.1+£2.23 | 75.0 | 15.0 | 10.0 - - - 10.0 -
WL102 (/f) 10 52 12.7+2.16 | 20.8 | 79.2 - - 2.1 - - -
fas det 10 27 13.8+1.17 | 11.8 - 294 | 58.8 | 17.7 | 17.7 | 76.5 | 17.7
fas If 10 43 125+1.38 | 2.9 6.4 | 30.2 | 605|256 |18.6 | 60.5| 30.2
3.4.2. Bo3MOXHOe coO4YeTaHue TeHEeTUYECKOro KOHTPONA pa3BUTUA

anunkKanbHoOMn MepucTemMmbl rmaBHoro nobera u na3ywHoOro uBeToHoca

Kak y>xe 6bino oTmedeHo paHbLue (cm. «OB30p nutepaTypbl»), LBETKN U3BECTHbIX

dacunmnpoBaHHbIX MyTaHTOB Bbo6oBbix B 6onbluMHCTBE HOpManbHbl. Kpome TOro,

peakne aHomanumu CTPOeHUs LBeTKa hacLuMMpoBaHHbIX DOPM ropoxa Hemnb3si cyuTaTb

pe3ynbTtaTtom cbacumaumm LiBETKa (nporpeccmpyeT He BO3pacTaHue, a y6bIBaHVIe yucna

OpraHoB B LBETKE B akponeTaribHOM HanpasneHun, cM. pasgen «dacumaums uBeTkar).

BeposaTtHo, reHbl FA, FAS, NOD4 BbiNnONHAT (PYHKLUMIO HEraTMBHOW PErynsunm He

Tonbko pasmepoB 1AM, HO u nponudepaumm nasywHoro upetoHoca. [logo6Hoe

ABJ1IeHNE cneayeT cyHnTaTb YyHUKaribHbIM cpen N3y4eHHbIX paCTeHMﬁ.

MN3BecTHa aHomMarnbHas nponudepauusi MHOro poda, Npu KOTOPOW npoucxoauT

yalmimHeHne ocn B codeTaHnn C pa3BuUTUeEM OOMOJTHUTENbHbLIX J1aTepalibHbIX LBETKOB (VI,

KaK cnencteue, C MHOFOLl,BeTKOBOCTbI-O). MopooGHoe siBrNeHuMe onucaHo, Hanpumep, y

MYyTaHTOB ropoxa neptune (nep) [Singer et al., 1999]. OgHako y MHOrouBeTKOBbIX (dOpPM

He MpouCXOo4MUT rnepexoda anekca nasywHOW KUCTU K doriopanbHOMY MopdloreHeasy.

Takum oGpasom, npekpalleHne pocTa KOPOTKOro napaknagus npeacrasnseT coboii

reHeTn4yecKku

KOHTPONUpyeMbIit

aKT.

BoamoxkHo,

Krno4yeBbIM

drakTopoMm

npu

onpeneneHMn cyabbbl MepucTeMbl Napaknagus siBnsieTcs ee pasmep. B Hopme aTa

1
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Mepuctema npou3BoaUT OAMH MUY ABa naTteparbHbIX LBeTKa U 3aTeM CoKpallaeTcs U
npu 3aBeplleHun nponudepaumm nNpousBOAUT  CTEPUSbHbIN  OTPOCTOK. [lpwn
NPEBbLILWEHNM HEKOTOPOro MOPOrOBOr0  3HAYEHUS COXPaHAEeTCA CnocobHOCTb K
nponudepaunmn 3ToM MEpPUCTEMBbI C 3anoXeHUeM rateparnbHbiX LUBETKOB (Y MyTaHTOB
nep). HakoHeu, npu coveTaHMM MpPeEBbILIEHUS MOPOroBON BENUYMHbLI PasMepoB WU
cneumdunyeckoro Npounst reHHOM 3KCNPEeCccUn BO3MOXEH doriopanbHbIi MOpdOreHes,
KaK y pacuMmpoBaHHbIX MyTaHTOB.

XapakTtepHo, 4TO y MHorouseTkoBon nvHumM OTP ocb kopoTkoro napaknagus
MOXEeT 3aBepllaTbCA aHOMalnbHbIM LIBETKOM, T.e. MpPOAOIIKEHME pocTa Ocu C
3anoXeHneM AOMOMHUTENbHbIX flaTeparibHbiX LIBETKOB MMeeT NpenmyLLecTBO nepen
dopMmnpoBaHnEM LBETKA B TEPMUHANBHOM MOSIOXEHUN.

Boobuie npuBnekaeT BHUMaHWe onpederieHHoe CXOACTBO B reHEeTUYEeCKOM

KOHTpOne nornoxeHus upeTka y A. thaliana v oByxuBeTKOBOro LBeToHoca y P. sativum.

Arabidopsis thaliana Pisum sativum

A o A Q" A

LO Lo
O O,
&D &D

S S
= = =

TFL1 tfl1 DET LF det LF DET If

Puc. 31. ®yHkuma TFL1-nogobHbix reHoB y Arabidopsis v ropoxa (cxema;
noscHeHms B Tekcte). Ocb nepBoro nopsgka o6oO3HayeHa CUHWUM, BTOPOro -

P1oneToBbIM, TPETLETO - KpaCHbIM. [1poyne 0603Ha4YeHMsI CM. Ha C. 6.

AnunkanbHaa mepuctema nobera mytaHTa tfl1 (A. thaliana) TpaHcdopmupyeTcsa B
dnopanbHyl, B TO BPEMS Kak Yy MyTaHTOB ropoxa no reHy DET (romonory TFL1T)
anukanoHas MepucTema [aeT Havano TepMuHanuM3oBaHHOMY napaknaguio (puc. 31).

BTopbiM HapylweHnem y myTaHToB tfl1 aBnaetca bonee paHHee 3anoXeHne LBETKOB Ha
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ocu rnasHoro nobera. Y MyTaHTOB ropoxa no reHy LF (BTopomy romosnory TFL17)
npoucxogut bonee paHHee 3anoXxeHue KopoTkux napaknagues (puc. 31). Mytauumn no
reHam CLV y A. thaliana npusBogaTt K nponudgepaumm ocn dacunMmMpoBaHHOIO LBeTKa
[Clark et al., 1993]. AHanorn4Ho, y acuMmMpoBaHHbIX MYTaHTOB ropoxa MpoucxoauT
nponudepaums nasyLHOro LiBeTOHOCa.

Cymmumpys nmerowmecs OaHHble OTHOcuTenbHO reHa TFL1 Arabidopsis n ero
romoriora DET y ropoxa, MOXHO caenatb cnegywowui BbiBoA: yHKuma TFLT-
NoAobHbIX rEeHOB 3aKkryaeTcs B COXpaHeHMUM HeanddepeHUMpPOBaHHOIO COCTOSHUS
MepucTeMbl OCU nopsgka n 1 npegoTspalleHnn ee anddepeHLMpoBKA MO TUNY OCU
nopsgka n+1. [Ina rmaBHon ocu (NepBbin Nnopsgok) y A. thaliana HapyweHune B paboTe
reHa TFL1 npuBoanT K ()OPMUPOBAHUIO MepUCTEeMbl LBeTKa (OCb BTOPOro nopsigka) B
TEePMUHAaNbHOM NOSIOXEHUN. AHaNoOrM4Ho, y P. sativum myTtaumm B reHe DET BbI3bIBalOT
npeBpalleHne Mepuctembl rnaBHoro nobera (nepBbid MOPSAOK) B LIBETOHOC,
MOEHTUYHBLIN NasywHoMYy (BTOPOM MOpPSAOK), @ OCb BTOPOro nopsiika TepMUHUMPYeTCH
dornopanbHOn Mepuctemoun (Tpetun nopsgok) (puc. 31). Ana ganbHenwen npoBepku
BbIABUHYTOM rMnoTesbl TpebyeTcs nayyeHne oopm ¢ AeTEPMUHAHTHBIM TUMOM pocTa Y
OPYrMX pacTeHuUn — Hanpumep, TakMe MyTaHTbl M3BECTHbI Yy rpevnxu (063op B paboTte
[KoHabikoB 1 agp., 2006]).

3HauuTenbHbIM UHTEPEC MpeAcTaBnsaeT YCUNEeHWe TMpOosIBNEHNS aHoManum Yy
ABOWHbIX MyTaHTOB fas det n fas If (MHble codeTaHua MyTauumi He 6binu U3y4deHbl; y
nmHuM «JTronuHona» € reHoTunom fa det HapylweHUn pasBuMTMA Na3yLUHbIX KUCTEN He
oTMeyvaeTcsl). Kak yxe Obino OTMeYeHo, Yy 9TUX [ABOMHbIX MYTAHTOB LBETOK C
HexapaKTepHbIM NOMOXeHNeM pa3BuT bonee 3Ha4YNTENbHO, YeM Y OAMHOYHOIO MyTaHTa
fas. MoxHo npegnonoxutb, 4To reHsl FA, FAS n NOD4 y ropoxa oOCyLLeCTBNSAOT
HEraTMBHYK perynsuuMio  pasmepoB MepucTeMbl [naBHoro nobera, nasyLHOro
uBeToHoca n gaxe (B cnydae NOD4) cumbuoTudeckmx KrnyOeHbKOB Ha KOpHAX. He
WCKNIOYEHO, BMpPOYEM, YTO nocregHss (PYHKUMS HOCUT OMOCpedoBaHHbIN Xapaktep
(Hanpumep, MyTauusa MOXET CHMXKaTb CNOCOOHOCTb K asoTduKkcauuu; M30bITOYHOE
4YMCNO KyGEeHbKOB HOCUT B TaKOM Cryyae KOMMEHCaTOpHbIA XxapakTtep). HapyweHus
aKTMBHOCTW 3TUX T[EHOB MpuBOAAT K dpacumaumm nobera, nponudepauun ocu
napaknagus un (y nod4 [Sidorova, Uzhintseva, 1995]) runepHoaynaunn. 'eusl DET n LF
NpenaTcTBYOT AN epeHUnpoBKe anukanbHOM U NasylwHOW (COOTBETCTBEHHO)
MEepUCTEM B AETEPMUHNPOBAHHbIE LIBETOHOCHI. KpomMe TOro, OHM COXpaHsaT (OYHKLMIO
nogaepxaHusa HegnddepeHUNpOBaHHOMO COCTOAHUS MepucTeM, 4YacTU4HO Ay6nupys

dyHKUMN reHa FAS.
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3.5. B3aumopgencrtBue reHoOB, yyacTBywoOuwmnx B reHetTn4eCKom

KoHTpone aktuBHoctu NAM y ropoxa

B ocHoBHOM 4yacTn paboTbl pacCMOTPEHbI 3aKOHOMEPHOCTM TEHETUYECKOro
KOHTPONSA KaXXgoro u3 anemeHToB aktmBHoctu [1AM y ropoxa: noggepXaHus
NOCTOAHHOrO obbema un HeauddepeHUMPOBAHHOIO COCTOSHUS, nNponudepaunn wn
dopMmnpoBaHua naTepanbHbiX NPOM3BOAHbLIX. Hwxke pe3toMMpoBaHbl OCHOBHbLIE

n3yveHHble acnekTbl perynsaunmn aktusHoctu MNAM (puc. 32)

DET

NMAPAKNAOWA

AM korpoTKkoro

MAPAKIAQUA =AM kopPoTKOro
(naTepanbHas) NMAPAKINAOUA
) (TepMuHankLHasn)

TEPMUHANBHAS DM

NATEPANIbHAR ©M

=3, NO3NTUBHAA perynauus
=] , HeraTMBHasA perynsuus

( ) , Nponudepauunn
(B cnyyvae nucrta —
anddepeHumpoBKa)

®M, cpnopanbHas
Mepuctema

Puc. 32. [eHeTn4yeckas perynauunsa aktmsHoctu NAM y ropoxa (cxema, NoOssiCHEHNS
B TekcTe). CepblM 0603HAYEHbI CBA3W, N3BECTHbIE MO NUTEPaTypHbIM AaHHBIM, YEPHbLIM

- NONyYeHHble B Xo4e npeAcTaBrneHHoN paboTbl pe3ynbTaThl.

105



OcywectBnsiemoe nog KoHTponem reHa DEH noppepkaHve nponudepaTnBHOM
aKTMBHOCTU He CBSA3aHO C NpoYMMKM acnektamu perynaumm aktmsHoctu MNAM. [BOWHbIE
MyTaHTbl MO reHy deh wn ppyrum perynatopam WMeT aaauTUBHBIN  DEeHOTWUN.
JinTepaTypHble [OaHHble YyKasblBalT, 4YTO npekpaweHue nponudepaumn [MAM vy
MYTaHTOB OTYaCTU OMNOCPEAOBaAHO «JIMCTOBbIM (PEHOTUNOM» (BbllLE PaACCMOTPEHDI
aprymeHTbl NPOTMB 3TOW TMNOTE3bl) N HE nepecekaeTcs C OeNCTBUMEM MPOYUX FEeHOB
MopdoreHesa NAM.

B xoge paboTbl 6GbiNM M3ydeHbl HECKOSIbKO EeHOB, HEraTMBHO pPErynupytoLmx
obvem NAM - FA, FAS, SYM28, NOD4. Mytauuu B 3TUX reHax NnpnBoaaT K pacumnaumm
nobera.

"eH NOD4 koHTponuvpyeT Tpu acnekta MmopdoreHesa: nogaepxaHue nocToAHHOro
obbema [1AM, coxpaHeHne HeandPEPEHLMPOBAHHOIO COCTOSHUS —anuKarbHON
MepucTeMbl KOPOTKMX Napaknagues u nogasrieHne OopMUPOBAHUA CUMOUOTUYECKUX
KNnyOGeHbKOB Ha KOPHSX (BO3MOXHO, onocpeaoBaHHO). Takum obpasom, 3TOT reH
ABNSAETCA HeraTMBHbIM PErynATOpOM psaa MopdoreHeTnyeckux npeobpasoBaHum, a
coyeTaHMe Yy OOHOro aktopa TakuX pasnuyHbiX (QYHKUMA MOXHO CuMTaTb
0COBEHHOCTbIO, nNpUcylen ucknuuTenosHo 6060BbIM.  [anbHenwee ulyyeHue
MYTaHTOB C HapyweHusmu aktuBHoctn [1AM y pgpyrux npegcraBuTenen 3Toro
CeMencTBa MOXET YTOYHUTb MEXAHN3M TaKOro KOHTPONA.

MopoepxaHne HeandepeHUMPOBAHHOMO COCTOSIHUA OCen pasfnyHbIX NOPSAKOB
M TUNOB TaKKe OCYLLEeCTBNSETCS €AWHCTBEHHbIM reHoMm, DET, roMOnornyHbiM reHy
TFL1 A. thaliana [Foucher et al., 2003]. OgHako, ecnun y A. thaliana mytauus tfl1 Ha
doHe dacumaumm uMMeeT apgauTMBHOE paencteue (y OBOWHbIX MyTaHToB (fl1 clv1
pasBmnBaeTca pacunMmpoBaHHbIN TepMuUHanbHbI uBeTok, [Clark et al., 1993]), y ropoxa
HabngaeTca ycuneHne OfHOr0 U3  aHoMarbHbIX MPOSBAEHUWn MyTauuum det -
POPMUPYIOTCA XOPOLUO pasBUTble LIBETKW, TEPMUHUPYIOLLME Na3ylUHble LBETOHOCHI.
Taknm obpasom, 4YacTb HeraTuBHbIX perynsatopoB pasmepoB [MAM (FA, FAS, NOD4)
ydyacTByeT B nogaepxaHuum HeauddepeHUnpoBaHHOro coctoaHna AM nasylHbIX
LBETOHOCOB (KOPOTKUX NapaknagaueB), BbiCTynas cuHepructamu romosnoros TFLT - DET
nLF.

CpaBHeHMe OCHOBHbIX acnekTtoB perynauumn aktmeHoctn NAM y Pisum sativum n
Arabidopsis thaliana nokasbiBaeT psa CXOOHbIX YepT: cyllecTBOBaHMe 60mbLIoro Yncna
HeraTMBHbIX perynstopoB pa3mepoB AM (xoTa Bonpoc 06 MX roMonorum y pasnuyHbix
BMOOB OCTaeTCa OTKPbITbIM), nogaepxaHue HeauddepeHUMpoOBaHHOIO COCTOSHUSA

MAM romonormnyHbiMu reHamu (TFL1 v DET/LF). 3HaunTenbHbIN UHTEPEC Bbi3blBAeT
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COMpsXeHne HeratueBHou perynaumn andpdepeHumposkmr AM 1 dopmupoBaHUs
OGpakTen y cpaBHMBaEMbIX BUOOB.

OcobGeHHOCTbIO, XxapakTepHonm Aans cemenctBa Fabaceae, MOXHO cuuTaTb
coyeTaHMe reHeTUYecKoro KOHTpons aktmBHocth AM u cumbuoTtmyeckon dmkcaumm
aTtmocdepHoro asorta. HacTtb cBA3en, perynupyrowmx passutme crneumnanmnsnpoBaHHbIX
nasyLHbIX epTunbHbIX Noberos, cneumdmnyHa Ans ropoxa kak obbekTa Co CNOXHbIM
couBeTMEM M He MOXeT ObITb mMogenupoBaHa Ha A. thaliana. lNpobnema cxoactea
nyTen reHeTU4YeCKon AeTepMmnHaLMM pa3BUTUSA CITOXKHOMO COLBETUS B pa3HbIX TakCOHax

TpebyeT caMOCTOATENBHOIO N3y4YeHMs.
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3aknroyeHue

N3yyeHne perynaumm akTMBHOCTM noberosBor anukanbHon mepuctembl ([MAM)
npeacraBnder cobor  ypes3BblMAaWHO  akTyarbHOE HanpaBfeHue TreHeTUYecKuX
nccnegoBaHuin. PasHoobpasune XU3HEeHHbIX (hOPM pacTEHU YpEe3BbIYANHO BENUKO U HE
MOXET OblTb MOMHOCTbIO MOLENMPOBAHO C WCNOMb30BaHMEM HebonbLIoro 4ucna
obbekToB. Takum 06pa3om, 3HauYUTENbHbLIM WMHTEPEC NpeacTtaBndeT B 3TOW CBA3MU
N3y4yeHne reHeTU4YeCKoro KOHTponsa MopgoreHesa y BUAOB C PasfnMyHON apXUTEKTYPON
nobera, cpeam KOTOpbIX rOpox noceBHow (Pisum sativum L.) npegcraBnsieTcss 0gHUM n3
cambIX yAobHbIx Ana paboTbl. Kpome TOro, m3BectHad X03AWCTBEHHas 3HAYUMOCTb
3TOro BMAa NO3BOSISIET OLEHUTb MUCCegoBaHUs ero MopdoreHesa Kak MpakTU4ecKu
3Ha4MMble N BOCTpebOoBaHHbIE.

MpoBegeHHaa paboTa noOCBAWEHA U3YYEHUIO  FEHETUYEeCKOro  KOHTPOns
aKTMBHOCTM anukanbHOW MepucteMbl nobera y ropoxa nocesHoro. [pu aTtom 6bin
npoBeAeH OTAeNbHbIN  aHanuM3 akTMBHOCTWM  MepUCTEMbl [faBHOro nobera w
crneumanm3npoBaHHbIX NO6eros BTOPOro nopsigka - nasyllHbIX LBETOHOCOB. VIMEHHO
9TOT acnekT mopdoreHe3a COoCTaBnsieT 0COObIi TEOPETUYECKUN UHTEPEC U HE MOXET
OblTb M3y4eH Ha TPaAUUMOHHBIX MOAEMbHbIX O0ObekTax, obnagatowmx MnpoCcTbiM
couBeTneM - Arabidopsis thaliana (L.) Heynh. (Brassicaceae) n Antirrhinum majus L.
(Scrophulariaceae). Kpome Toro, 6bino npegnoXeHo aHanuM3anpoBaTb akTUBHOCTb
anukanbHOMW MepUCTEeMbl KaK COBOKYMHOCTb HECKOSMbKUX MapannenbHbIX MpoLeccos,
N1 MOAYCOB (B HOPME He pasfensowmnxca BO BpeMeHN): nHMumaumm, nponvdepauuu,
nogaepXaHus MNOCTOSAHHOro obbemMa W HeaupepeHUMPOBaHHOIO COCTOSIHUSA,
dopMMpOBaHNA NnaTeparnbHbIX OPraHoB.

Ha nepsom 3aTane pabotbl Obinn u3yyeHbl 8 opm ropoxa pasnmMyHoro
NPOVCXOXAEHMWS, MAapPKMPOBaHHbIX Npu3Hakom dacumaumm nobera. bbino nokasaHo, 4YTo
3TN POPMbI HECYT MyTauuMn B 0OAHOM U3 YeTbipex reHoB (FA, FAS, SYM28, NOD4); npu
9TOM annenu, onpegenswowme aHoManuM passutusg nobera, peLecCUBHbl MO
OTHOLLUEHMIO K anmnensm, KOHTPONMPYOLWUM pa3BuTne HopmarnbHoro ctedns. NeHol FA n
FAS B3aumopencTByOT MO TUNy KOMMNemMeHTapHocTu. W3yyeHne dpeHoTUNa
dracunmnpoBaHHbIX OPM B CpPaBHEHUW C KOHTPOSIEM MOKasano, 4YTO BCE OHU
XapaKkTepusyrTCcs YBENMYEHNEM anukanbHOM MepPUCTEMbI YXXe Ha CTaauy MPOPOCTKOB.
Mepuctema w©n3 nonycepudeckon, xapakTepHOW [And HOPMasibHbIX PacTeHun,
cTaHoBUTCA  rpebHeBMOHOM  WNKW,  pexe,  KONbLUEBMAHOW, ee  yBenunyeHue

COMpOBOXAaEeTCs HapylleHusiMu cunnoTtakcuca. Takum obpasom, Obino caenaHo
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3akrnyeHme, YTo B Hopme reHbl FA, FAS, SYM28 n NOD4 ocyLecTBNSAKT HEraTUBHYHO
perynaunmio  pasmepos [1AM un onocpegoBaHHO y4acTBYKOT B (hopMmpoBaHUN
HOPMarnbHOro NMcTopacnosioXeHns. [laHHble NuTepaTypbl yKasbiBalOT HA BO3MOXHOCTb
y4yacTua HeraTuBHbIX perynsatopoB pasmepoB [IAM y Bo6oBbix B KOHTpose
cnmbunoTmnyeckon asoTdukcaumm (Hogynauum). NpoBeaeHHble HabNAEHWS 3@ YNCIIOM
CUMBNOTUYECKMX KIyDEHbKOB Ha KOPHAX (hacuMMPOBAHHbIX (POPM MoKasanu, 4To
A0CTOBEPHOE MpeBbILLEHNE KOHTPOMS HabnogaTca TONbKO Y MyTaHTa nod4.

N3yyeHne psiga KONMUYECTBEHHbLIX MNPU3HAKOB, Onpeaenstowmx MpoayKTUBHOCTb
pacTeHun ropoxa, y dacummpoBaHHbIX U HOpMasibHbIX POPM Nnokasasno, YTo CyMmapHas
NPOAYKTUBHOCTb PAaCTEHUN C HapyLeHUaMn MopdoreHesa nobera He oTnu4aeTca OT
TaKkoBOW Y HehacummpoBaHHbIX hOpM, 1 NpU3HaK hacunaumm MoxeT OblTb OLEHEH Kak
He BAUSIOLWMIA Ha NPOOYKTUBHOCTb.

C nomoLlblo aHannsa He3aBUCMMOCTU HacneaoBaHUS reHoB, MyTauuu B KOTOPbIX
npmnBOaAT K pacumauumn, mopdonorndecknx n monekynapHeix (CAPS, SSR) mapkepos,
yaanocb ornpefennTb NooXeHue OBYX HeraTuBHbIX perynatopos pasmepoB NAM Ha
reHeTnyeckon kapte. Tak, reH FAS cuenneH ¢ mapkepamn OHK-mapkepamun Pepcn n
AA355 Il rpynnbl cuenneHusa. fABneHne BblpaXXeHHOM MAaKPOCUHTEHUU XPOMOCOM
ropoxa u poacTBeHHoro 6o06oBoro, nwuepHbl Medicago truncatula, no3sonuno
NPOBECTUN MOUCK NpeanosiaraemMblX OPTOSIOrOB B CUHTEHHOM panvioHe (pn3nyYecKon KapTbl
nouepHbl. bbino nokasaHo, 4To B 3TOM obnactu reHoma M. truncatula nokanusoBaH
dparMeHT, cxogHbl MO nocnegoBaTenibHOCTM € reHom CLAVATA3 A. thaliana,
N3BECTHbIM KakK HeraTuBHbIN perynatop aktuBHoctu MNMAM. Bonpoc 06 ngeHTu4HOCTH
3TNX hpakTopoB TpebyeT ONOSTHUTESNBHOIO N3y4eHMS.

Fen SYM28 o6Hapyxun cuennenue ¢ JHK-mapkepamu AD79 v Fbpp V rpynnbl 1
6nmn3ok no nonoxeHuto K reHy NOD4. B CUMHTEHHOM panoHe reHoma fouepHbl
pacnofioXXeHbl NocrneaoBaTenbHOCTU, cxodHble ¢ reHamu CLAVATA2 n FASCIATAT A.
thaliana. V\lcnonb3oBaHne nocnenoBaTeNbHOCTU, CXOAHOW ¢ reHom FAS1T, B kayecTBe
MOJSEKYIISIpPHOro Mapkepa npu KaptupoBaHun reHa SYMZ28, nokasano oTcyTcTBue
Kocerperaumm (1, cregoBaTenbHO, MOAEHTUYHOCTN) 3TUX MapKepoB.

Cnepytowmi atan paboTtbl Obin CBA3aH C U3yyeHMem myTtaHTa determinate (det),
ONa KOTOpOoro xapaktepHo npespalieHne NTAM B LBETOHOC, CXOAHbIN C MNasyLHbIM.
M3ydyeHne deHoTMNa 3TOro MyTaHTa MokKasano, 4TO Ans Hero B psae crnyyaes
XapakTepHa rubpuaunsaumst nporpaMm passuTusa LBeTOHOCA U BereTaTUBHOIo nobera Ha
rpaHvLe 3TMX OpraHoB: NocnegHun natepanbHbIn nober npuobpeTaeT YepThl LBETKA, a

KPOKOLMIA NUCT 3a4acTylo peayuMpoBaH, T.e. obnagaeT npusHakamu OpakTew.
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MasyLwHble LBETOHOCHI 3TOr0 MyTaHTa B psife CriyvaeB 3aBepLuatoTcs peayumpoBaHHOM
LBETOYHOM MOYKOWM, YTO YKasblBaeT Ha CNOXHY doyHKuuto reHa DET B mopdoreHese:
€ro posib 3aknioyaeTcs B nogaepxaHnn HeaudpdepeHumMpoBaHHOro coctosHuss AM ocu
nopsgka n nytem npegoTBpalleHns ee auddepeHuUnMpoBKM Mo TNy ocy nopsagka n+1.

Takke B xoge paboTtbl Obin nccnegoBaH MyTaHT determinate habit (deh). Mpwn
AetanbHOM u3ydeHun ero oeHoTuna 6bINo NOKa3aHO, YTO paHHee OTMUpPaHUEe TOYKM
pocTa co4yeTaeTcs C HapyLeHUsIMU pasBUTUA MPUIIMCTHUKOB (pexe IUCTbEB): OHWU
UMEIT Manyl nnowanb, 4acTo aCMMMETPUYHbI, KNEeTKU anvaepmMuica HegopasBuThl.
Mexagy cymmapHoOW nnowagbio MPUIUCTHUKOB M YMCIIOM PEnpOaYKTUBHbLIX Y3MNoB (T.€.
BpemeHeM nponundepaumm NAM) 3aBucMmoctT oGHapy>xeHo He Obifno; Takum obpasom,
peaoykumio  NPUINCTHUKOB UM NpekpaweHne nponudepauun [MTAM  norudHee
paccMaTpvBaTb KaK 3feMeHTbl MMAEeNOTPONHOro MPOSIBAEHNA MyTauuMm, a He Kak
NPUYUHY 1 cneacTeue.

MMbpuoonornyeckun aHanua HacnegoBaHus MyTauum deh nokasanm BO BCeEX
cny4asix OOCTOBEPHOE OTKMOHEeHMe HabntogaemMoro pacliensieHns OT OXMAAeMoro B
CnyyYyae MOHOFEHHbIX pasfMyum Mexay poauTenbCkuMmn popmMamun 1 B3ammonencTtasnem
annenen no TWUMNy TMOMHOIO AOMWHMPOBAHUSA HOPMbl. PaKTOpHbLIN aHanua psga
KONMYECTBEHHbIX NPU3HAKOB rMOpMAOB NEPBOro NOKOIEHMS OT CKpeLBaHNS MyTaHTa C
HOpMasibHbIMW  PaCTEHUSMWU  BbISIBUN  MONYAOMWHAHTHBLIN  XapakTep HacnegoBaHUs
MyTauum deh.

Ocobbin NHTEpec npeacraeBnsieT perynauus aKTMBHOCTM AM
crneumanm3vpoBaHHbIX OCen BTOPOro Mnopsiaka - nasylHbIX LBETOHOCOB. B Hopme ux
AM nponundepupyeT Hegonro, NPOM3BOANT ABa LBETKa M npekpawiaeT pocT, obpasys
CTEpUrbHbIN OTPOCTOK. Y psaaa myTaHToB (det, fa, fas, nod4) 6Gbinn obBHapyXeHbI
HapyLleHns 3TOro npouecca: OCb LBETOHOCa 3aBeplianacb LBETOYHOM MOYKOM Mn
LUBETKOM aHOMasnbHOro CTPOEHUS C XOPOLWO pPasBUTbIM OKOSOLBETHUKOM, 4acTo
dopmupoBanucb Opakten. YcuneHuve nposiBfieHMst 3TOM aHomanun Habnwoganu y
OBOWHbLIX MyTaHTOB det fas wn If fas; n3BecTHo, 4TO reHbl DET w LF gaBnswoTca
optonoramu reHa TERMINAL FLOWERT1 (TFL1) A. thaliana, npepoTspalijatowero
obpasoBaHne TepMUHanbHOro uBeTka. Takmm obpasom, reHol FA, FAS un NOD4
PerynmpyoT akTMBHOCTb MEPUCTEMbI HEe TOSbKO rnaBHoro nobera, HO U NasyLWHOro
yBeToHoca. OpTonoru reHa TFL1 oT4acTh COXpaHAT CBOM (DYHKLUKU U Y rOpoxa.

N3ydyeHne ¢eHoTUna [BOMHbLIX MYTAHTOB MOKa3ano, YTO pPeLecCUBHbIM ansenb
deh B KOMOMHauMm C MyTauussiMM B HeraTuMBHbIX perynatopax pasmepos [NAM

OEMOHCTpUpPYET aoanTnBHoe aencrtene. [1BorHble MyTaHThl det fa n det fas doopmupytoTt
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MHOIOLBETKOBbI TEPMUHANbHbLIA LIBETOHOC, T.€. MMEKT 0CcOobbin heHOTUN, OTNNYHbIN
OT poaUTESIbCKNX PopM.

ConoctaBneHve gaHHbIX, NONYYEHHbIX B XOA4E OpPUrMHanNbHOM paboTbl ANns ropoxa
N U3BECTHbIX U3 nutepatypbl ana A. thaliana, nokasblBaeT, YTO HEKOTOpble acnekTbl
perynauumn y aTux BUOOB CXOAHbI (Hanpumep, HeOOblYHbIM BbIrNSAUT coxpaHstoleecs
COMpshKEHNE TEeHEeTUYECKOro KOHTPONs nogaBneHuss obpas3oBaHWsA TEpPMUHANbHOro
uBetka u OpakTen). YHukanoHou Aana ropoxa (u cemenctsa Fabaceae B uenom)
0COBeHHOCTbIO cnegyeT cuuTaTb perynsaumio  aktmeHoctm AM  BeretatmBHOrO U
crneumanm3aMpoBaHHOro reHepaTMBHOro noberos ogHUMM U TeMu xe reHamn. F'eH NOD4
B 3TOM CBSI3M NpeAcTaBnsieT cobon YHUKanNbHbIA PErynsaTop, KOTOPbIA - €ANHCTBEHHbIN
M3 WU3BECTHbIX - OCYLIECTBNAET HeraTUBHbIN KOHTPONb pasmepoB [1TAM rnaBHOro
nobera, noggepxaHna HeauddepeHunmpoBaHHoro coctoaHna AM  nasywHoro
LBETOHOCA M nogaBrieHns (OopMUMPOBaAHMUS CUMOMOTUYECKUX KIYOEHBKOB Ha KOPHSAX.
Kpome Toro, reH DET nmeeT y obbekta CO CrOXHbIM COLBETUEM psii OCOBEHHOCTEMN
aKTUBHOCTU, KOTOpble OTMIMYalOT ero OT OPTOSIOrMYHOro reHa y pacTeHusi ¢ NpoCTbiM
COLBETUEM.

Hactoswaa pabota, Takum oO0pasom, npeactaBnseT pesynbTaT U3yyvyeHus
aKTUBHOCTM anukamnbHbIX MepucTeM nobera y ropoxa MOCEBHOIO C MNPUMEHEHUEM
pasfMyHbIX MOAXOAOB B MCCrEOOBaHUM XapakTepa HacrneaoBaHWs, MNPOSBIEHUS W
B3aUMOLENCTBMSA OCHOBHbIX [EHOB, BOBJIEYEHHbIX B 3TOT KMHOYEBOW aCMekKT

MopdoreHesa.
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BbiBoAabI

leHbl FA, FAS, NOD4 n SYMZ28 y4acTBylOT B HEFaTUBHOW perynsunm pasmepos
anukanbHOW MepucTembl rrnasHoro nobera y P. sativum n onocpefoBaHHO - B
dopmupoBaHun  HopMmanbHoro  cumnnotakcuca. [eHsl FA wn  FAS
B3aMMOAEWNCTBYIOT MO TUMY KOMMIEMEHTaPHOCTM.

eH FAS nokanunsosaH B |l rpynne cuennenusa mexay OHK-mapkepamu Pepcn un
AA355. TeH SYM28 nokanusoBaH B V rpynne cuennexnns wmexagy [OHK-
Mapkepamun AD79 v Fbpp.

OrpaHnyeHve pasMepoB nyna CTBOMOBbIX KMETOK W nogaepxaHue
HeandepeHUNPOBAHHOITO COCTOSHUSA anuvKanbHOWM MepUCTEMbl NasyLHOro
LuBeToHoca ocyulecTBnatoT reHbl FAS, FA n NOD4. TeH FAS He oBGHapyxuBaeT
BNUSIHNSA HA HOAYNAUMIO.

®yHkums reHa DET 'y P. sativum 3aknio4aetcd B COXpaHeHuu
HeanddepeHUNPOBAHHOIO  COCTOSIHASE  MepuUcTeMbl OCUM  nopsigka N U
npenoTBpaleHnn ee auddepeHUMpoBKM NO TUMY OCK nopsaka n+1.

e DEH BbInonHSAET (PyHKUMIO nogaepXaHust nponudepaTtmBHOM aKTUBHOCTU
anukanbHOM MepucTembl nobera. Mytaumss B 9TOM reHe MMeeT NIenoTPOnHoe
npossneHne Ha AM ¥ NUCTbAX BEPXHUX MEXOAOY3NMA W XapakTepusyeTcs
HEMnosiHbIM  AOMUHMpOBaHMEM. [lpuM3Hak QOeTepMMHAHTHOrO Tuna poCTa,

obycnoBneHHbIn reHoMm DEH, obnagaeT BapbupyOLLEN SKCMPECCUBHOCTBIO.

112



Cnucok ny6nukaumm no matepuanam gucceprauum

. CuHwowuH A.A. N3yyeHne HacnepoBaHus dacumaumm y MOCEBHOrO0 ropoxa
(Pisum sativum L.) // Tes. poknagoB Xl mexagyHapogHon KOHbepeHuun
CTYLAEHTOB, acnupaHToB M MonoAabiX Yy4deHblx «JlomoHocoB-2005». Cekumsa
Buonorusa. Mocksa, 12-15 anpensa 2005 r. M.: Makc-lpecc, 2005. C. 197-198.

. CuHwwuH A.A., Opnos A.B., Mocuesckass M.B. W3yyeHne reHeTU4eCcKoro
KOHTPONSA M OeHOTMNMYECKOro nposieneHus dacumaumm y ropoxa // Tesuchl
poknagos Xl mexgyHapogHOM KOH(bepeHUMn CTyOeHTOB, acrnuvpaHToB U
Monoabix y4veHbix «JlomoHocoB-2006». Cekumss buonormsa. Mocksa, 12-15
anpens 2006 r. M.: Makc-lpecc, 2006. C. 208-209.

. CuHrowuH A.A. OcobeHHOCTN MoporeHesa y hacummpoBaHHbIX (oOpM ropoxa
nocesHoro (Pisum sativum L.) /I Matepuanbl I(IX) MexgyHapogHon
KoHepeHumn monoapix 6otaHmkoB B CaHkT-leTepbypre. 21-26 maa 2006 r.
Chne., 2006. C. 197.

. CuHwowuH A.A., 'ocmumckuti C.A. dacumaums y ropoxa nocesHoro (Pisum
sativum L.): OCHOBHble 3akOHOMepHOCTM MopdoreHesa // OHToreHes. 2006. T.
37. Ne6. C. 449-456. Pes. aHrn.

. Sinjushin A.A., Konovalov F.A., Gostimskii S.A. A gene for stem fasciation is
localized on linkage group Il // Pisum Genet. 2006. V. 38. P. 19-20.

. CuHwowuH A.A. OnpegeneHve annenbHbIX OTHOLIEHUA MeXAy pPasnnUyHbIMU
dracumMmMpoBaHHbLIMW NIUHUAMKW ropoxa nocesBHoro (Pisum sativum L.) // Te3awucol
poknagos  XIV  mexagyHapoAHOW KOH(bepeHuun CcTygeHTOB, acnvpaHToB U
MonoabiX ydeHblx «JlomoHocoB-2007». Cekuma buonorna. Mockea, 11-14
anpensa 2007 r. M.: Makc-lpecc, 2007. C. 60-61.

. CuHrowuH A.A. Yyactne reHa FAS B reHeTM4yeckoM KOHTpone mopdoreHesa
nobera n coupetus y ropoxa noceBHoro (Pisum sativum L.) // KneTo4Hble,
MOJSIEKYNSIPHbIE W 3BOSIIOLMOHHbIE acnekTbl MopdoreHesa. Cumnosmym c
MexayHapoaHbiM ydactuem. Mockea, 9-11 oktsabps 2007 r. M.: T-BO HayuYHbIX
nsgannmn KMK, 2007. C. 144-145.

. Focmumckuti C.A., [pubHoxodosa O.[l., Kokaesa 3.I., KoHosamnos @.A.,
KysHeuosa O.U., CuHrowuH A.A., XapmuHa [.A. WccnepoBaHue reHoma
KYNbTYPHbIX pacTeHuUi U Nx copoanyent NPUMEHNTENbHO K FreHETUYECKON Teopum
cenekummn: aHanua MoseKkynsapHO-reHeTMYeCKoro nonmMmopdurama reHoma ropoxa

n I/ILl,eHTI/ICbI/IKaLI,VIFI HOBbIX reHOB, KOAMNPYHOLWNX X035MCTBEHHO-LIEHHbIX NPU3HaKN

113



/Il MaTepuanbl «brnopasHoobpasuve n gnHamuka reHopoHaoB». MNMognporpamma Il
«OdnHamuka reHodpoHgos». M.: ®UAH, 2007. C. 110.

9. Sinjushin A.A., Gostimskii S.A. Relationship between different fasciated lines of
pea // Pisum Genet. 2007. V. 39. P. 16-18.

10. CuHrowuH A.A., Tocmumckuti C.A. [eHEeTU4YEeCKMn KOHTPOSb Mpu3HakKa
dacumnaumm y ropoxa nocesHoro (Pisum sativum L.) // TeHeTtuka. 2008. T. 44.
Ne6. C. 807-814. Pes. aHrn. (Sinjushin A.A., Gostimskii S.A. Genetic control of
fasciation in pea // Rus. J. Genet. 2008. V. 44. Ne 6. P. 702-708.)

11. Sinjushin A., Dribnokhodova O., Kokaeva Z., Gostimskii S. Usage of molecular
markers in studies of intraspecific polymorphism and gene mapping. Abstracts of
International Conference «Molecular Mapping and Marker Assisted Selection in
Plants». Vienna, Austria, 3-6 February 2008. P. 71.

12. Sinjushin A.A. Features of similarity of genetic control of stem apical meristem
activity in Arabidopsis thaliana (L.) Heynh. and Pisum sativum L. Abstracts of 2™
Meeting of the European Society for Evolutionary Developmental Biology “Euro
EvoDevo”. Gent, Belgium, 29 July - 1 August 2008. P. 279-280.

13. CuHrowuH A.A., Nlocmumckuti C.A. JOCTUXEHNA N NEepCnekTUBblI NCNOSb30BaHNS
ropoxa noceBHoro (Pisum sativum L.) B kayectBe MOAENbHOro obObekTa B
reHeTuKe pasBuTusa pacteHun // Ycnexm coBpemeHHon Guonormm. 2008. T. 128.
Ne6. C. 531-541. Pes. aHrn.

14. CuHrowuH A.A. 'eHeTU4YeCcKkMn KOHTPOSib aKTUBHOCTU anukKanbHOW MepucTeMbl
nobera y ropoxa noceBHoro (Pisum sativum L.) /| TeHeTuka u cenekums
pacTeHNn, OCHOBaAHHAA Ha COBPEMEHHbIX FEHETUYECKNX 3HAHMAX N TEXHONOIMAX.
3BeHuropog, 7-12 gekabpsa 2008 r. M.: NOleH, 2008. C. 65.

15. Sinjushin A.A., Konovalov F.A., Gostimskii S.A. Sym28, a gene controlling stem
architecture and nodule number, is localized on linkage group V // Pisum Genet.
2008. V. 40. P.15-18.

16. CuHrowuH A.A. N3yyeHne reHeTMYecKoro KOHTPONS akKTMBHOCTU anuKarbHOW
mMepucTemMbl nobera y ropoxa nocesHoro (Pisum sativum L.) // Te3aucel V Cbhesga
Basunosckoro Ob6uiectBa reHeTUKoB M cenekumoHepoB. Y. 1. Mockea, 21-28
noHsa 2009 r. M., 2009. C. 157.

17.CuHrowuH A.A. Osonwouus cousetun B Inverted Repeat Lacking Clade
(Fabaceae): TepmuHanusaumna nnu ycedenue? // Matepmansl Xl MockoBckoro
CoBewaHna no cdwunoreHnn pacteHnn. MockBa, 2-7 deBpans 2010 r. M.:

ToBapuwiectBo Hay4dHbIx n3gaHun KMK, 2010. C. 297-299.

114



BnarogapHocTu

B 3aknw4veHune, BbLINOMHAS MPUATHBIA  OOMAM, aBTOp BblpaxaeT rnybokyto
BGnarogapHOCTb CBOEMY Hay4yHOMY pykoBoauTesnto npodpeccopy octumckomy Cepreto
AnekcaHapoBu4y 3a 00CyXgeHMe OCHOBHbLIX MOMOXEHUN, NErwmnx B OCHOBY HaCTOSILLEN
paboThbl.

ABTOp BblpaxkaeT 6Ge3MepHyto 1 cepaeydHyto 6narogapHoOCTb POAHbLIM U GRIN3KUM, B

nepsyto ouvepenb CuHowmnHon Onbre BukTopoBHE, |Ka|v|aHV|H017| 30e AnekceeBHe |

CuniowmnHy Muxauny AngpeeBunyy n bensikoBon AnekcaHgpe CepreeBHe 3a NoMOLLb
Ha BCeX aTanax NoaroTOBKM M MPOBeAEHUs HayyYHOW paboTbl, a TakkKe HEOLEHUMYHO
NoaaepKKy BO BCEM.

ABTop 6narogaput K.0.H. H.c. KoHoBanoBa ®enopa AHapeeBunya. 3a ANUTENbHOE
N NNOOOTBOPHOE COTPYAHMYECTBO WM MOMOLLb MPU OCBOEHUU psga MeTOAMK; H.C. ALl
Onbry AnekcaHApoBHY W H.c. XapTuHy [anuHy AnekcaHOpoBHY 3a MOMOLLb Mpu
NpoBeAEeHMM TMONMEBbIX M TENMMYHbIX pPaboT; BCeX COTPYAHMKOB, acnUpPaHTOB W
CTyAeHTOB Kadenpbl reHetukn buonormyeckoro dakyneteta MIY wvm. M.B.
JlomoHocoBa, cnocob6CcTBOBaBLUMX NPOBEAEHNIO HACTOSLLEN pabOoThI.

3a Bpems NOAroTOBKM HacToswen paboTbl pag ee NonoXeHun aBTop obcyxagan ¢
coTpyaHukamu kadeapbl BbiCWIMX pacTeHun buonormnyeckoro dakyneteta MIY wm.
M.B. JlomoHocoBa - A4.6.H. npod. CokonosbiMm Amutpuem OAmutpuesunyem, 4.6.H., npod.
JlotoBon Jlogmunon WeaHoBHOW, K.6.H. cT. npen. ®egopoBon TaTbsiHOM
AHaTonbeBHon, K.6.H. acc. KpamnHon TaTbsiHONM EBreHbeBHOM, KOTOPbLIM aBTOP TaKKe
Bblpa)kaeT rny6boKyto Npu3HaTeNnbHOCTb.

OtpenbHyto 6narogapHOCTb  aBTOP BblpaXaeT Komnferam, npegocTaBUBLLMM
LEHHbIn MaTepuan gnsa pabotbl: 4.6.H. B.H.c. 3eneHoBy AHatonuio Hukonaesudy
(BHUN3BK PACXH), A.6.H. B.H.c. Cngoposown Knasauu KyaemuHuuHe (MUulm CO PAH),
A.6.H. c.H.c. BopucoBy Anekceto KOpbesudy (BHUMCXM PACXH) , Dr Mike Ambrose

(John Innes Centre).

115



JNinTepaTypa

10.

11.

12.

13.

Amabekosa A.N. TonnamOpuoHusi, MHOroceMsagosnbHOCTb U (hacumaumsa
©o6oBbIx // Bronn. rnaeH. 60T. caga. 1957. T. 28. C. 65-70.

Amabekosa A.N. CTpyKTypHble M3MeHeHns nnoga nonuHa // Bronn. rnaeH.
60T. caga. 1959. T. 35. C. 58-61.

Gabatiuesa T.A. CosgaHnme unCXoQHOrO MaTepuana gna  cenekumm
TEXHOMNOMYHbIX COPTOB ropoxa B ycnosusx Bonro-BaTtckon 3oHbl Poccun.
ABToped. ... KaHA. c.-X. Hayk. Knpos, 1996. 20 c.

bapsikuHa P.l1., Becenosa T.[., Heesmos A.l., [Qxanunoea X.X., NnbuHa
'M., 4Yybamoea H.B. OCHOBbl MWKPOTEXHUYECKUX WUCCrEeAOBaHUN B
botaHuke. M.: 3gaTtenbcTBO Kadeapb! BbiclMx pacteHmn MY, 2000. 128
C.

benoycoes J1.B. MoporeHes, mopdomexaHuka u reHom // IHdhopMaunoHHbIN
BecTHUK BOIMmC. 2009. T. 13. Ne 1. C. 29-36.

Basunoe H.N. 3akoH romonornyeckux psgoB B HAcneaCTBEHHOWM
namenuymsocTtn. M.-J1.: Cenbxo3rns, 1935. 56 c.

Exoea T.A., OHOap Y.H., Condamosea O.[1., Ky3Heuyoea T.B. VN3ayyeHue pon
reHa ABRUPTUS B gnddepeHumnpoBke LBeTOHOCOB Yy Arabidopsis thaliana
(L.) Heynh. // OAH. 1997. T. 354. Ne 6. C. 839-842.

Exoea T.A., lNeHuH A.A. HoBbin reH BRACTEA (BRA), KOHTPONMpPYOLNNA
dhopmupoBaHme OTKpbITOro abpakTeo3Horo coueTus y Arabidopsis thaliana
/I TeneTtuka. 2001. T. 37. Ne 10. C. 935-938.

3eneHos A.H. OpurmHanbHbI MyTaHT ropoxa // Cenekumsa n ceMeHOBOACTBO.
1991. Ne 2. C. 33-34.

3eneHos A.H. KynbTypHas asontouus ropoxa nocesHoro // eHeTuka. 1994.
T. 30. MNpunoxeHue. C. 55.

3eneHoe A.H., AmenuH A.B., Hosukosa H.E. epcnekTtnBbl MCNOMb30BaHUS
HOBOW CEeNeKLMOHHON hopMbl ropoxa xameneoH // Joknagsl PACXH. 2000.
Ne 4. C. 15-17.

3umme [1., Batnep 3.B., Kadepaim MW.B., Bbpesurcku A., KepHep K.
BoTaHuka (y4ebHuk gns sysos). T. 3. M.: VL Akagemus, 2007. C. 416-508.

3yboe A.E., KHa3sbkosa C.P. X03ANCTBEHHOE 3HAYEeHWEe U CenekunoHHas
LEeHHOCTb HOBOW (POpMbl 3E€pPHOBOr0 ropoxa C OeTePMUHaHTHbIM TUMOM
pocTta // Joknagbl BACXHWJI. 1989. Ne 12. C. 16-19.

116



14.
15.

16.

17.

18.

19.

20.

21.

22.

23.

24.

25.

26.

27.

Umc A. Mopdonorua useTtkoBbix pacteHui. M.: Mup, 1964. 500 c.

Kommepueckue copma nonesbix KynbTyp Poccuiickon ®enepaumn (peq. A.C.
CemuH). M.: UKAP, 2003. C. 143-158.

KoHObikos U.B., 3omukoe B.U., SeneHos A.H., KoHdbikoea H.H., Yeapoe B.H.
Buonorns n cenekumss geTepMUHaHTHbLIX dopM ropoxa. Open: KapTtyuw,
2006. 120 c.

KoHoegarnoe ®.A. KapTnpoBaHue 1 MONEKynsipHO-reHeTUYEeCKU aHanm3 reHoB
ropoxa (Pisum sativum L.). ABTopecd. gucc. ... kaHa. 6uon. Hayk. M.: MAKC-
Mpecc, 2006. 24 c.

KoHoesanoe ®.A., Bsyecnasosa A.O. KnoHupoBaHMe U1 nokanusauus
doparMeHTOB reHomMa ropoxa noceBHOro, CXoAHbIX ¢ reHamn FAST n FAS2
Arabidopsis thaliana. Matepuansl Xl MexgyHapogHon KOHepeHumm
CTYOEHTOB, aCnNMpPaHTOB U MOSOAbIX Y4eHbIX «JlomoHocoB-2006». M.: MAKC
Mpecc, 2006. C. 119.

Kownosanos FO.B., Knouyko H.A., AHukeesa H.®. VHayumpoBaHHbIA MyTaHT
nonuHa y3konuctHoro // N3sectua TCXA. 1989. T. 5. C. 185-188.

Kocmpukoea J1.H. Cny4yan aHOMarnbHOro CTpoeHus LBeTka rmbpuaHbix oopm
ropoxa // BectHuk MI'Y. Cepus bruonorusa. 1967. Ne1. C. 46-51.

Jlesumckut . A. Mopdonorua xpomocom // Tp. npukn. 60T., reHeT. n cen.
1931. T. 27. Ne 1. C. 50-52.

JlodkuHa  M.M.  YepTbl  MOPOMOrMYECKOW  IBOMOLMM  paCTEHUN,
obycnoBneHHble cneumdukon nx oHtoreHesa // XKypH. obwy. 6uon. 1983. T.
44, Ne 2. C. 239-253.

Makaweea P.X. 3epHoBble 6060Bble KynbTypbl: ropox // KynbTypHas dnopa
CCCP. T. 4. J1.: Konoc, 1979. 324 c.

Makaweea P.X., [Jpo3d A.M., Adamosa O.[1., onybese A.A. MHOroneTHuUn
ropox // Tp. npukn. 60T., reHeT. n cen. 1973. T. 51. Buin. 1. C. 44-56.

MapmeiHos B.B., Lleemkoe W.J1., XaekuH 3.E. OpTonoru reHa apabugoncuca
CLAVATA1 y KynbTypHbIX bopm Brassicaceae /| OHToreHes. 2004. T. 35.
Ne 1. C. 41-46.

lMapuwkypa N.C. O wutamboBOCTK Y ropoxa U Cenekumm Ha HenoneraemocTb
// BeCTHUK C.-x. Haykn. 1968. Ne 9. C. 43-45.

lMeHuH A.A., Hy6 B.B., Exoea T.A. lNpaBuna hopMmpoBaHns TePMUHANBLHOMO
useTka // OHToreHes. 2005. T. 36. Ne 2. C. 90-95.

117



28.

29.

30.

31.

32.

33.

34.

35.

36.

37.

lMeHuH A.A., bydaes P.A. Pepykuus 6pakten B cemenctse Cruciferae:
reHeTUYECKUIN KOHTPOMb M aBontouus // Qkonormyeckas reHetuka. 2006. T.
4. Ne 3. C. 29-35.

lNMepwuHa JI.A., Xeocmoea B.B. ®eHoreHeTMka MyTaHTOB ropoxa C
N3MEHEHHOWN CTpyKTypon cTtebnsa // LUuTtoreHeTuka rmbpmngoB, myTtaumm m
aponwoumsa  kapuotuna (ped. XeoctoBa B.B.). Hosocubupck: Hayka
(Cubunpckoe otgenenue), 1977. C. 167-181.

lNemenuHa H.H., Kadbiposa @.3. O ponu dacumauum B CENEKUNN FPEYMUXU
noceBHon Ha npumepe copta KasaHka // Cenekuma n CeMeHOBOACTBO.
1998. Ne 1. C. 7-8.

[Torosa UN.A. XapakKTepucTuka HEKOTOPbIX MYTAHTHbIX FUHWUA OBOLLHOIO
ropoxa // Xummyeckun mytareHe3 U co3gaHue cenekuMoHHOro matepuana.
M.: Hayka, 1972. C. 261-264.

Pemuszosa M.B. CTpoeHue, pasButne n 3BOMNIOLMS LBETKA Y HEKOTOPbIX
NPUMUTUBHBIX OAHOAONbHbIX. ABTOped. Aucc. ... KaHa. Guon. Hayk. M.:
CouBeTune kpacok, 2007. 16 c.

Pexmamynna A., [Tocmumckut  C.A. UuTtoreHetnyeckmn  aHanua
MOpdONornyecknx MytaHtoB ropoxa // buon. Hayku. 1976. Ne 5. C. 107-
112.

Camamadse T.E., MypaseHko O.B., bonweea H.Jl, Amocoea A.B.,
lfocmumckut  C.A., 3eneHuH A.B. W3yyeHne XpomMOCOM COPTOB WU
TPaHCMOKALMOHHbBIX JNMHUIW ropoxa noceBHoro (Pisum sativum L.) ¢
ucnono3osaHmem FISH, Ag-AOP un DAPI- pguddepeHumansHoro
okpawmaHus // F'eHeTuka. 2005. T. 41. Ne 12. C. 1665-1673.

Caxapose B.B. MHororpaHHble cemMeHa W pacumauusa y TeTpaniongHomn
noceBHOW rpeynxu // 'eHeTuyeckne MexaHu3Mbl CernekumMm U 3BONHLMK
(pea. Wes4yeHko B.A.). M.: Hayka, 1986. C. 17-33.

Cuodoposa K.K. N3yyeHune annenuama y peHOTUNUYECKN CXOOHbBIX MYTaHTOB
ropoxa B CBSI3W C 3aKOHOM FOMOSIOrMYECKMX PSOOB B HACNeACTBEHHOM
namen4msoctu // N'enetuka. 1970. T. 6. C. 23-35.

Cudoposa K.K., YxuHueea J1.[1. icnonb3oBaHMe MyTaHTOB A1 BbISIBIIEHUS
reHOB, KOHTPONMPYHOLLUX CUMBUOTUYECKME NPU3HaKK y ropoxa // [eHeTuka.
1992. T. 28. Ne 4. C. 144-151.

118



38.

39.

40.

41.

42.

43.

44,

45.

46.

47.

48.

49.

Cudoposa K.K., YxuHuesa JI1.[1. Jlokanu3auma MyTaHTHOrO reHa nods,
KOHTponupytowero cynepHoaynsumo y ropoxa // JAH. 1994. T. 336. Ne 6.
C. 847-849.

CuHrwowuH A.A. ®acumauma useTka. |. [MpoucxoxageHne yBenvyeHHOMU
mepuctemsbl // BectH. MI'Y. Cep. 16. bnonorusa. 2010. B nevatn.
CurrowuH A.A., Tocmumckuti C.A. [NOCTWXEHUS U  NEPCneKTUBbI

Mcrnonb3oBaHUs ropoxa noceBHoro (Pisum sativum L.) B KadecTBe
MOAENbHOroO obbekTa B reHeTuke pasBuTUa pacteHun /[ Ycnexm
coBpeMeHHon buonorum. 2008. T. 128. Ne6. C. 531-541.

CurrowuH A.A., Tocmumckut C.A. dacumaums y ropoxa MNOCEBHOIO:
OCHOBHblE€ 3aKOHOMepPHOCTN MopgoreHesa // OHToreHes. 2006. T. 37. Ne 6.
C. 449-456.

TuxoHosuy4 U.A., lNposopos H.A. CumbunoreHeTnka MUKPOOHO-paCTUTENBbHbIX
B3aumogencTeun // dkonormnyeckas redHetmka. 2003. T. 1. C. 36-46.

@yuxyH Jl., Tocmumckuu C.A. WccnepnosaHue TpaHcrokauum y ropoxa //
MeHeTumka. 1998. T. 34. Ne 9. C. 1269-1276.

Uezamupza K. MonekynsipHO-reHeTM4eckoe KapTUpOBaHWE  FIOKYCOB
Ka4eCTBEHHbIX W KONMYECTBEHHbIX MPU3HAKoB y ropoxa. [ucc. ... KaHa.
6uon. Hayk. M., 2004. 139 c.

Uy6 B.B., lleHuH A.A. Ctpyktypa uBeTtka Arabidopsis thaliana (L.) Heynh.:
pa3meTka nonoxeHus opraHos // OHToreHes. 2004. T. 35. Ne 4. C. 280-284.

LllegyeHko B.A. [JeTEPMUHAHTHbLIN HeocCbINalWKUNca MyTaHT ropoxa // HTB
BHMMBBK. 1993. Ne 37. C. 8-9.

UlesyeHko B.A., llesuyeHko WN.A. [eHeTnyeckne OCOBEHHOCTW OBYX TUMOB
AETEPMUHAHTHOCTM  pacTeHun ropoxa [/ MeToabl WHTEHcuduKaumm
cenekuynoHHoro npouecca. Opecca: BACXHWIT (KOxHoe oTaeneHue),
Bcecotos3H. cen.-reH. nHet-T, 1990. C. 52-53.

Skosnes B.JI. WHtpoaoykumsi reHoB af, det wn deh B reHoTtun
BbICOKOYpOXanHoro copta ropoxa Cwmaparg / CoBeplueHCTBOBaHME
cenekuMm n TeXHONorMM BO3AenbiBaHUSA 3epHOBbIX BOOOBLIX U KPYNSHbIX
KynbTyp. Open: BHUM3BK, 1992. C. 27-34.

Aida M., Ishida T., Fukaki H., Fujisawa H., Tasaka M. Genes involved in
organ separation in Arabidopsis: an analysis of cup-shaped cotyledons
mutant // Plant Cell. 1997. V. 9. P. 841-857.

119



50.

51.

52.

53.

54.

55.

56.

57.

58.

59.

60.

61.

Albertsen M.C., Curry T.M., Palmer R.G., Lamotte C.E. Genetics and
comparative growth morphology of fasciation in soybeans (Glycine max (L.)
Merr.) // Bot. Gaz. 1983. V. 144. Ne 2. P. 263-275.

Ambrose M.J. Floral abnormalities in the fasciated line G38E // Pisum Genet.
1993. V. 25. P. 15-16.

Barton M.K., Poethig R.S. Formation of the shoot apical meristem in
Arabidopsis thaliana: an analysis of development in the wild-type and shoot
meristemless mutant // Development. 1993. V. 119. P. 823-831.

Bennett S.R.M., Alvarez J., Bossinger B., Smyth D.R. Morphogenesis in
pinoid mutants of Arabidopsis thaliana // Plant J. 1995. V. 8. Ne 4. P. 505-
520.

Binggeli P. Occurrence and causes of fasciation // Cecidology. 1990. V. 5. P.
57-62.

Blixt S. The ageotropum mutant // Pisum Newslett. 1970. V. 2. P. 11-12.

Blixt S. Mutation genetics in Pisum // Agri Hortique Genetica. 1972. V. 30. P.
1-293.

Blixt S. Linkage studies in Pisum. XV Establishing the rms-gene and the
linkage of rms and fas in chromosome 3 // Agri Hortique Genetica. 1976. V.
34. P. 83-87.

Bolker J.A. Model systems in developmental biology // BioEssays. 1995. V.
17. Ne 5. P. 451-455.

Borisov A.Y., Danilova T.D., Koroleva T.A., Naumkina T.S., Pavlova Z.B.,
Pinaev A.G., Shtark O.Y., Tsyganov V.E., Voroshilova V.A., Zhernakov A.l.,
Zhukov V.A., Tikhonovich |.A. Pea (Pisum sativum L.) regulatory genes
controlling development of nitrogen-fixing nodule and arbuscular
mycorrhiza: fundamentals and application // Biologia. 2004. V. 59. Ne 13. P.
137-144.

Bradley D., Carpenter R., Copsey L., Vincent C., Rothstein S., Coen E.
Control of inflorescence architecture in Antirrhinum // Nature. 1996. V. 379.
P. 791-797.

Brauner S., Murphy R.L., Walling J.G., Przyborowski J., Weeden N.F. STS
markers for comparative mapping in legumes // J. Amer. Soc. Hort. Sci.
2002. V. 127. Ne 4. P. 616-622.

120



62.

63.

64.

65.

66.

67.

68.

69.

70.

71.

72.

73.

74.

Burglin T.R. Analysis of TALE superclass homeobox genes (MEIS, PBC,
KNOX, Iroquois, TGIF) reveals a novel domain conserved between plants
and animals // Nucl. Ac. Res. 1997. V. 25. Ne 21. P. 4173-4180.

Callos J.D., Medford J.I. Organ positions and pattern formation in the shoot
apex // Plant J. 1994. V. 6. P. 1-7.

Catalogue of Pisum genetic stock in John |Innes Centre,
http://www.jic.ac.uk/germplas/pisum/pgs2.txt.

Choi H.K., Mun J.H., Kim D.J., Zhu H., Baek J.M., Mudge J., Roe B., Ellis N.,
Doyle J., Kiss G.B., Young N.D., Cook D.R. Estimating genome

conservation between crop and model legume species // Proc. Natl. Acad.
Sci. USA. 2004. V. 101. Ne 43. P. 15289-15294.

Clark S.E., Running M.P., Meyerowitz E.M. CLAVATA1, a regulator of
meristem and flower development in Arabidopsis // Development. 1993. V.
119. P. 397-418.

Clark S.E., Jacobsen S.E., Levin J.Z., Meyerowitz E.M. The CLAVATA and
SHOOT MERISTEMLESS loci competitively regulate meristem activity in
Arabidopsis /| Development. 1996. V. 122. P. 1567-1575.

Coen E., Meyerowitz E. The war of the whorls: genetic interactions flower
development // Nature. 1991. V. 353. P. 31-37.

Compton R.H. The anatomy of the Mummy Pea // New Phytol. 1911. V. 10. P.
249-255.

Cooper L.D., Doss R.P., Price R., Peterson K., Oliver J.E. Application of
Bruchin B to pea pods results in the up-regulation of CYP93C18, a putative
isoflavone synthase gene, and an increase in the level of pisatin, an
isoflavone phytoalexin // J. Exp. Bot. 2005. V. 56. Ne 414. P. 1229-1237.

Davies B., Cartolano M., Schwarz-Sommer Z. Flower development: the
Antirrhinum perspective // Adv. Bot. Res. 2006. V. 44. P. 279-323.

Ellis T.H.N., Poyser S.J. An integrated and comparative view of pea genetic
and cytogenetic maps // New Phytol. 2002. V. 153. P. 17-25.

Ellis T.H., Turner L., Hellens R.P., Lee D., Harker C.L., Enard C., Domoney
C., Daves D.R. Linkage maps in pea // Genetics. 1992. V. 130. Ne 3. P. 649-
663.

Ferrandiz C., Navarro C., Gomez M.D., Canas L.A., Beltran J.P. Flower
development in Pisum sativum: from the war of the whorls to the battle of
the common primordia // Dev. Genet. 1999. V. 25. Ne 3. P. 280-290.

121



75.

76.

77.

78.

79.

80.

81.

82.

83.

84.

Foucher F., Morin J., Courtiade J., Cadioux S., Ellis N., Banfield M.J.,
Rameau C. DETERMINATE and LATE FLOWERING are two TERMINAL
FLOWER1/CENTRORADIALIS homologs that control two distinct phases of
flowering initiation and development in pea // Plant Cell. 2003. V. 15. P.
2742-2754.

Furutani M., Vernoux T., Traas J., Kato T., Tasaka M., Aida M. PIN-
FORMED1 and PINOID regulate boundary formation and cotyledon
development in Arabidopsis embryogenesis // Development. 2004. V. 131.
Ne 20. P. 5021-5030.

Gifford E.M., Corson G.E. The shoot apex in seed plants // Bot. Rev. 1971. V.
37. P. 143-221.

Gourlay C.W., Hofer J.M.l., Ellis T.H.N. Pea compound leaf architecture is
regulated by interactions among the genes UNIFOLIATA, COCHLEATA,
AFILA, and TENDRIL-LESS // Plant Cell. 2000. V. 12. P. 1279-1294.

Guyomarc’h S., Vernoux T., Traas J., Zhou D.-X., Delarue M. MGOUNS3, an
Arabidopsis gene with TetraTricoPeptide-Repeat related motifs, regulates
meristem cellular organization // J. Exp. Bot. 2004. V. 55. Ne 397. p. 673-
684.

Haughn G.W., Somerville C.R. Genetic control of morphogenesis in
Arabidopsis I/ Devel. Genet. 1988. V. 9. P. 73-89.

Hecht V., Foucher F., Ferrandiz C., Macknight R., Navarro C., Morin J., Vardy
M.E., Ellis N., Beltran J.P., Rameau C., Weller J.L. Conservation of
Arabidopsis flowering genes in model legumes // Plant Physiol. 2005. V.
137. P. 1420-1434.

Hofer J., Turner L., Hellens R., Ambrose M., Matthews P., Michael A., Ellis N.
UNIFOLIATA regulates leaf and flower morphogenesis in pea // Curr. Biol.
1997. V. 7. P. 581-587.

Hofer J., Turner L., Moreau C., Ambrose M., Isaac P., Butcher S., Weller J.,
Dupin A., Dalmais M., Le Signor C., Bendahmane A., Ellis N. Tendrill-less
regulates tendril formation in pea leaves // Plant Cell. 2009. V. 21. P. 420-
428.

Hord C.L.H., Chen C., DeYoung B.J., Clark S.E., Ma H. The BAM1/BAM2
receptor-like kinases are important regulators of Arabidopsis early anther
development // Plant Cell. 2006. V. 18. P. 1667-1680.

122



85.

86.

87.

88.

89.

90.

91.

92.

93.

94.

95.

96.

97.

Ingensiep H.W., Lenz J. The mutations afila and acacia in connection with a
model for the early phyllomorphogenesis of Pisum sativum // Pisum
Newslett. 1987. V. 19. P. 15-16.

Jeong S., Trotochaud A.E., Clark S.E. The Arabidopsis CLAVATA2 gene
encodes a receptor-like protein required for the stability of the CLAVATA1
receptor-like kinase // Plant Cell. 1999. V. 11. P. 1925-1933.

Kalo P., Seres A., Taylor S.A., Jakab J., Kevei Z., Kereszt A., Endre G., Ellis
T.H., Kiss G.B. Comparative mapping between Medicago sativa and Pisum
sativum /I Mol. Genet. Genomics. 2004. V. 272. Ne 3. P. 235-246.

Kaya H., Shibahara K., Taoka K., Iwabuchi M., Stillman B., Araki T.
FASCIATA genes for chromatin assembly factor-1 in Arabidopsis maintain
the cellular organization of apical meristems // Cell. 2001. V. 104. P. 131-
142.

Kayes J.M., Clark S.E. CLAVATAZ2, a regulator of meristem and organ
development in Arabidopsis // Development. 1998. V. 125. P. 3843-3851.

Kerstetter R.A., Hake S. Shoot meristem formation in vegetative development
// Plant Cell. 1997. V. 9. P. 1001-1010.

Knights E.J. Fasciation in chickpea: genetics and evaluation // Euphytica.
1993. V. 69. P. 163-166.

Konovalov F., Toshchakova E., Gostimsky S. A CAPS marker set for
mapping in linkage group Il of pea (Pisum sativum L.) // Cell. Mol. Biol. Lett.
2005.V.10. Ne 1. P. 163-171.

Kwon C.S., Chen C., Wagner D. WUSCHEL is a primary target for
transcriptional regulation by SPLAYED in dynamic control of stem cell fate
in Arabidopsis I/ Genes Dev. 2005. V. 19. P. 992-1003.

Lamm R. Comments on the chromosome maps of Pisum sativum // Pisum
Newslett. 1987. V. 19. P. 20-24.

Lamprecht H. The inheritance of the number of flower per inflorescence and
the origin of Pisum, illustrated by polymeric genes // Agri Hortique Genetica.
1947.V. 5. P. 16-25.

Lamprecht H. The variation of linkage and the course of crossing-over // Agri
Hortique Genetica. 1948. V. 6. P. 10-48.

Lamprecht H. Polymere Gene und Chromosomenstruktur bei Pisum // Agri
Hortique Genetica. 1952. V. 10. P. 158-167.

123



98.

99.

100.

101.

102.

103.

104.

105.

106.

107.

108.

Lamprecht H., Mrkos H. Die Vererbung des Vorblattes bei Pisum sowie die
Koppelung des Gens Br // Agri Hortique Genetica. 1950. V. 8. P. 153-162.
Lander E.S., Green P., Abrahamson J., Barlow A., Daly M.J., Lincoln S.E.,
Newburg L. MAPMAKER: an interactive computer package for constructing
primary genetic linkage maps of experimental and natural populations //

Genomics. 1987. V. 1. P. 174-181.

Larsson A.S., Landberg K., Meeks-Wagner D.R. The TERMINAL FLOWER?Z2
(TFL2) gene controls the reproductive transition and meristem identity in
Arabidopsis thaliana /| Genetics. 1998. V. 149. P. 597-605.

Laufs P., Dockx J., Kronenberger J., Traas J. MGOUN1 and MGOUN2: two
genes required for primordium initiation at the shoot apical and floral
meristems in Arabidopsis thaliana // Development. 1998. V. 125. P. 1253-
1260.

Laux T., Mayer K.F.X., Berger J., Jurgens B. The WUSCHEL gene is required
for shoot and floral meristem integrity in Arabidopsis // Development. 1996.
V. 122. P. 87-96.

Lenhard M., Laux T. Stem cell homeostasis in the Arabidopsis shoot
meristem is regulated by intercellular movement of CLAVATA3 and its
sequestration by CLAVATA1 // Development. 2003. V. 130. P. 3163-3173.

Loridon K., McPhee K., Morin J., Dubreuil P., Pilet-Nayel M.L., Aubert G.,
Rameau C., Baranger A., Coyne C., Lejeune-Henaut I., Burstin J.
Microsatellite marker polymorphism and mapping in pea (Pisum sativum L.)
I/l Theor. Appl. Genet. 2005. V. 111. P. 1022-1031.

Lynn K., Fernandez A., Aida M., Sedbrook J., Tasaka M., Masson P., Barton
M.K. The PINHEADIZWILLE gene acts pleiotropically in Arabidopsis
development and has overlapping functions with the ARGONAUTE1 gene //
Development. 1999. V. 126. P. 469-481.

Makasheva R.K., Drozd A.M. Determinate growth habit (def) in peas:
isolation, symbolization and linkage // Pisum Newslett. 1987. V. 19. P. 31-
32.

Marx G.A. Supplemental linkage data for chromosome 1 and 7 // Pisum
Newslett. 1987. V. 19. P. 35-37.

Marx G.A., Hagedorn D.J. Fasciation in Pisum // Heredity. 1962. V. 53. P. 31-
43.

124



109.

110.

111.

112.

113.

114.

115.

116.

117.

118.

119.

120.

Mayer K.F.X., Schoof H., Haecker A., Lenhard M., Jurgens G., Laux T. Role
of WUSCHEL in regulating stem cell fate in the Arabidopsis shoot meristem
/Il Cell. 1998. V. 95. P. 805-815.

Medford J.I., Behringer F.J. Callos J.D., Felmann K.A. Normal and abnormal
development in the Arabidopsis vegetative shoot apex // Plant Cell. 1992. V.
4. P.631-643.

Melaragno J.E., Mehrotra B.M., Coleman A.W. Relationship between
endopolyploidy and cell size in epidermal tissue of Arabidopsis // Plant Cell.
1993. V. 5. P. 1661-1668.

Mendel G. Versuche Uber Pflanzenhybriden // Verh. Naturf. Ver. Brunn. 1866.
V.4.P. 3-47.

Moussian B., Shoof H., Haecker A., Jurgens G., Laux T. Role of the ZWILLE
gene in the regulation of central shoot meristem fate during Arabidopsis
embryogenesis // EMBO J. 1998. V. 17. Ne 6. P. 1799-1809.

Miiller R., Bleckmann A., Simon R. The receptor kinase CORYNE of
Arabidopsis transmits the stem cell-limiting signal CLAVATA3 independently
of CLAVATA1 // Plant Cell. 2008. V. 20. P. 934-946.

Murfet I.C. Flowering in Pisum: Multiple alleles at the If locus // Heredity.
1975. V. 35. P. 85-98.

Nadeau J.A., Sack F.D. Stomatal development in Arabidopsis // The
Arabidopsis Book (ed. Somerville, C.R., Meyerowitz, E.M.). 2002.
http://www.aspb.org/publications/arabidopsis/.

Okada K., Ueda J., Komaki M.K., Bell C.J., Shimura Y. Requirement of auxin
polar transport system in early stages of Arabidopsis floral bud formation //
Plant Cell. 1991. V. 3. P. 677-684.

Pogorelko G., Fursova O., Klimov E. ldentification and analysis of the
Arabidopsis thaliana AtFas4 gene whose overexpression results in the
development of a fasciated stem // J. Proteomics Bioinform. 2008. V. 1. P.
329-335.

Prenner G. New aspects in floral development of Papilionoideae: initiated but
suppressed bracteoles and variable initiation of sepals // Ann. Bot. 2004. V.
93. P. 537-545.

Reinhardt D., Kuhlheimer C. Plant architecture // EMBO Reports. 2002. V. 3.
Ne 9. P. 846-851.

125



121.

122.

123.

124.

125.

126.

127.

128.

129.

130.

131.

132.

Reinhardt D., Pesce E.-R., Stieger P., Mandel T., Baltensperger K., Bennett
M., Traas J., Friml J., Kuhlemeier K. Regulation of phyllotaxis by polar auxin
transport // Nature. 2003. V. 426. P. 255-260.

Rodriquez-Concepcion M., Perez-Garcia A., Beltran J.P. Up-regulation of
genes encoding novel extracellular proteins during fruit set in pea // Plant
Mol. Biol. 2001. V. 46. P. 373-382.

Running M.P., Lavy M., Sternberg H., Galichet A., Gruissem W., Hake S., Ori
N., Yalovsky S. Enlarged meristems and delayed growth in p/p mutants
result from lack of CaaX prenyltransferases // PNAS. 2004. V. 101. Ne 20.
P. 7815-7820.

Sagan M., Duc G. Sym28 and SymZ29, two new genes involved in regulation
of nodulation in pea (Pisum sativum L.) // Symbiosis. 1996. V. 20. P. 229 —
245.

Scofield S., Murray J.A.H. KNOX Gene Function in Plant Stem Cell Niches //
Plant Mol Biol. 2006. V. 60. Ne 6. P. 929-946.

Searle |.R., Men A.E., Laniya T.S., Buzas D.M., Iturbe-Ormaetxe I., Carroll
B.J., Gresshoff P.M. Long distance signaling in nodulation directed by
CLAVATA1-like receptor kinase // Science. 2003. V. 299. P. 109-112.

Shannon S., Meeks-Wagner D.R. Genetic interactions that regulate
inflorescence development in Arabidopsis // Plant Cell. 1993. V. 5. P. 639-
655.

Sharma V.K., Carles C., Fletcher J.C. Maintenance of stem cell populations in
plants // Proc. Natl. Acad. Sci. 2003. V. 100. Suppl. 1. P. 11823-11829.

Sidorova K.K., Shumny V.K., Vlasova E.Yu., Glianenko M.N., Mishchenko
T.M. The Brt (branched roots) and Lrt (long roots) genes control the
development of roots in peas (Pisum sativum L.) // Pisum Genet. 2002. V.
34. P. 23-24.

Sidorova K.K., Uzhintseva L.P. Mapping of nod4, a new hypernodulating
mutant of pea // Pisum Genet. 1995. V. 27. P. 21.

Singer S., Sollinger J., Maki S., Fishbach J., Short B., Reinke C., Fick J., Cox
L., McCall A., Mullen H. Inflorescence architecture: a developmental
approach // Bot. Rev. 1999. V. 65. Ne 4. P. 385-410.

Singer S.R., Hsiung L.P., Huber S.C. Determinate (det) mutant of Pisum
sativum (Leguminosae: Papilionoideae) exhibits an indeterminate growth
pattern // Am. J. Bot. 1990. V. 77. Ne 10. P. 1330-1335.

126



133.

134.

135.

136.

137.

138.

139.

140.

141.

142.

143.

144.

145.

Sinjushin A.A., Demidenko N.V., Gostimskii S.A. Preliminary report on
taxonomical position of Vavilovia formosa (Stev.) Fed. evidenced from
morphological and molecular data // Pisum Genet. 2009. V. 41. P. 15-20.

Sinjushin A.A., Gostimskii S.A. Relationship between different fasciated lines
of pea // Pisum Genet. 2007. V. 39. P. 16-18.

Sokoloff D.D., Rudall P.J., Remizowa M. Flower-like terminal structures in
racemose inflorescences: a tool in morphogenetic and evolutionary
research // J. Exp. Bot. 2006. V. 57. Ne 13. P. 3517-3530.

Suzuki T., Inagaki S., Nakajima S., Akashi T., Ohto M., Kobayashi M., Seki
M., Shinozaki K., Kato T., Tabata S., Nakamura K., Morikami A. A novel
Arabidopsis gene TONSOKU is required for proper cell arrangement in root
and shoot apical meristems // Plant J. 2004. V. 38. P. 673-684.

Swiecicki W.K. Determinate growth (det) in Pisum: a new mutant gene on
chromosome 7 // Pisum Newslett. 1987. V. 19. P. 72-74.

Swiecicki W.K. Supplemental data on fasciata genes in Pisum resources //
Pisum Genet. 2001. V. 33. P. 19-20.

Swiecicki W.K., Gawlowska M. Linkages for a new fasciata gene // Pisum
Genet. 2004. V. 36. P.22-23.

Szczyglowski K., Amyot L. Symbiosis, inventiveness by recruitment? // Plant
Physiol. 2003. V. 131. P. 935-940.

Taguchi-Shiobara F., Yuan Z., Hake S., Jackson D. The fasciated ear2 gene
encodes a leucine-rich repeat receptor-like protein that regulates shoot
meristem proliferstion in maize // Genes & Development. 2001. V. 15. P.
2755-2766.

Takada S., Hibara K., Ishida T., Tasaka M. The CUP-SHAPED
COTYLEDON1 gene of Arabidopsis regulates shoot apical meristem
formation // Development. 2001. V. 128. P. 1127-1135.

Tattersall A.D., Turner L., Knox M.R., Ambrose M.J., Ellis T.H.N., Hofer J.M.I.
The mutant crispa reveals multiple roles for PHANTASTICA in pea
compound leaf development // Plant Cell. 2005. V. 17. P. 1046—-1060.

Taylor S., Hofer J., Murfet |. Stamina pistilloida, the pea ortholog of Fim and
UFO, is required for normal development of flowers, inflorescences and
leaves // Plant Cell. 2001. V. 13. P. 31-46.

Taylor S.A., Hofer J.M.l., Murfet I.C., Sollinger J.D., Singer S.R., Knox M.R.,
Ellis T.H.N. PROLIFERATING INFLORESCENCE MERISTEM, a MADS-

127



146.

147.

148.

149.

150.

151.

152.

153.

154.

155.

156.

box gene that regulates floral meristem identity in pea // Plant Physiol. 2002.
V. 129. P. 1150-1159.

Torres A.M., Weeden N.F., Martin A. Linkage among isozyme, RFLP and
RAPD markers in Vicia faba /| Theor. Appl. Genet. 1993. V. 85. P. 937-945.

Tsyganov V.E., Paviova Z.B., Kravchenko L.V., Rozov S.M., Borisov A.Y.,
Lutova L.A., Tikhonovich I.A. New gene Crt (Curly Roots) controlling pea
(Pisum sativum L.) root development // Ann. Bot. 2000. V. 86. P. 975-981.

Tucker S.C. Floral development in legumes // Plant Physiol. 2003. V. 131. P.
911-926.

Tucker S.C. Overlapping of organ initiation and common primordia in flowers
of Pisum sativum (Leguminosae: Papilionoideae) // Amer. J. Bot. 1989. V.
76. P. 714-729.

Udvardi M.K., Tabata S., Parniske M., Stougaard J. Lotus japonicus: legume
research in the fast lane // Trends .Pl. Sci. V. 2005. V. 10. Ne5. P. 222-228.
VandenBosch K.A., Stacey G. (eds.). Summaries of legume genomics
projects from around the globe. Community resources for crops and models

// Plant Physiol. 2003. V. 131. P. 840-865.

Waites R., Selvadurai H.R.N., Oliver I.R., Hudson A. The PHANTASTICA
gene encodes a MYB transcription factor involved in growth and
dorsoventrality of lateral organs in Antirrhinum // Cell. 1998. V. 93 (5). P.
779-789.

Wang H., Chen J., Wen J., Tadege M., Li G., Liu Y., Mysore K.S., Ratet P.,
Chen R. Control of compound leaf development by FLORICAULAILEAFY
ortholog SINGLE LEAFLET1 in Medicago truncatula // Pl. Physiol. 2008a. V.
146. P. 1759-1772.

Wang Z., Luo Y., Li X., Wan L., Xu S., Yang J., Weng L., Sato S., Tabata S.,
Ambrose M., Rameau C., Feng X., Hu X., Luo D. Genetic control of flower
zygomorphy in pea (Pisum sativum L.) // PNAS. 2008b. V. 105. Ne 30. P.
10414-10419.

Weberling F. Structure and evolutionary tendencies of inflorescences in the
Leguminosae / Advanves in Legume Biology (eds. Stirton C.H., Zarucchi
J.L.) // Monogr. Syst. Bot. Missouri Bot. Gard. 1989. V. 29. P. 35-58.

Weeden N.F., Ellis T.H.N., Timmerman-Vaughan G.M., Swiecicki W.K.,
Rozov S.M., Berdnikov V.A. A consensus linkage map for Pisum sativum //
Pisum Genet. 1998. V. 30. P. 1-4.

128



157.

158.

159.

160.

161.

162.

163.

164.
165.

166.

167.

168.

169.

Weller J. Update on the genetics of flowering // Pisum Genet. 2007. V. 39. P.
1-7.

Weir I., Lu J., Cook H., Causier B., Schwarz-Sommer Z., Davies B.
CUPULIFORMIS establishes lateral organ boundaries in Antirrhinum [/
Development. 2003. V. 131. Ne4. P. 915-922.

White O.E. Studies of inheritance in Pisum Il. The present state of knowledge
of heredity and variation in peas // Proc. Am. Phil. Soc. 1917. V. 56. P. 487-
588.

White O.E. Fasciation // Bot. Rev. 1948. V. 14. Ne 6. P. 319-358.

Williams L., Fletcher J.C. Stem cell regulation in the Arabidopsis shoot apical
meristem // Curr. Opin. Plant Biol. 2005. V. 8. P. 582-586.

Williams L., Grigg S.P., Xie M., Christensen S., Fletcher J.C. Regulation of
Arabidopsis shoot apical meristem and lateral organ formation by microRNA
miR166g and its AtHD-ZIP target genes // Development. 2005. V. 132. P.
3657-3668.

Wojciechowski M.F., Lavin M., Sanderson M.J. A phylogeny of legumes
(Leguminosae) based on analysis of the plastid matK gene resolves many
well-supported subclades within the family // Am. J. Bot. 2004. V. 91. Ne 11.
P. 1846-1862.

Worsdell W.D. The principles of plant teratology. London: Ray Society, 1915.

Wu X., Dabi T., Weigel D. Requirement of homeobox gene STIMPY/WOX9
for Arabidopsis meristem growth and maintenance // Curr. Biol. 2005. V. 15.
P. 436-440.

Yamamoto E., Karakaya H.C., Knap H.T. Molecular characterization of two
soybean homologs of Arabidopsis thaliana CLAVATA1 from the wild type
and fasciation mutant // Biochimica et Biophysica Acta. 2000. V. 1491. P.
333-340.

Young J.P.W. Pea leaf morphogenesis: a simple model // Ann. Bot. 1983. V.
52. P. 311-316.

Young N.D., Mudge J., Ellis T.H. Legume genomes: more than peas in a pod
I/ Curr. Opin. Plant Biol. 2003. V. 6. Ne 2. P. 199-204.

Yu L.P., Simon E.J., Trotochaud A.E., Clark S.E. POLTERGEIST functions to
regulate meristem development downstream of the CLAVATA loci /I
Development. 2000. V. 127. V. 1661-1670.

129



170. Ziegelhoffer E.C., Medrano L.J., Meyerowitz E.M. Cloning of the Arabidopsis
WIGGUM gene identifies a role for farnesylation in meristem development //
PNAS. 2000. V. 97. Ne 13. P. 7633-7638.

171. Zielinski Q.B. Fasciation in Lycopersicon. |. Genetic analysis of dominance
modification // Genetics. 1948. V. 33. P. 405-428.

172. Zhukov V.A., Kuznetsova E.V., Ovchinnikova E.S., Rychagova T.S., Titov
V.S., Pinaev A.G., Borisov A.Y., Moffet M., Domoney C., Ellis T.H.N., Ratet
P., Weeden N.F., Tikhonovich I|.A. Gene-based markers of pea
linkage group V for mapping genes related to symbioses // Pisum Genet.
2008. V. 39. P. 19-25.

130



