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Today, studying molecular genetic bases of important agronomic traits and mechanisms of intervarietal and interspecific differ-
ences is of considerable interest for ornamental crop breeding. General characteristics and advantages of snapdragon (Antirrhi-
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BBegenue

JIbBUHBIN 3€B - NOMYJIAPHOE JeKOpaTUBHOE pacTeHHue,
ABJIdKOLIEeeCd MO eJIbHbIM 06'bEKTOM AJid TeHeTH4YeCKHUX HcC-
cjleloBaHUM. MoJsieKy/lsipHO-TeHeTUYEeCKUEe HCCIeJ0BaHUA
JIbBUHOT'O 3€Ba IIOCBALLEHbI B OCHOBHOM BBISICHEHHUIO I'eHe-
THUYeCKOH JeTepMUHALMU NPU3HAKOB, ONpeJesluX Je-
KOPAaTUBHYIO HEHHOCTb PAaCTeHHUA: Cl)OprI M THUIIA COLIBETHA,
$opMBI [|BeTKa, KOMIIAKTHOCTH PaCTeHUs U OKPACKU BEHYH-
ka. HecMoTps Ha 3HauMTeNIbHOE pa3Hoo6pa3ue COPTHMEHTa
(v 1bBHHOTO 3eBa M3BecTHO GoJsiee 1000 copToB U rubpu-
JI0B), Mo/IaBJIsiOlee GOJIBIIMHCTBO KYJbTUBHUPYEMbBIX CETO-
JIHA Ha TeppuTopuu Poccuiickoit ®esepanii cOpToB UMEIOT
3apybexxHoe npoucxoxaeHue (Khanbabaeva, 2022). 3ame-
LleHHue MMIIOPTa, oboralieHue U pacuiupeHrue OTeYeCTBeH-
HOTO COPTHMEHTA - OCHOBHOE HalpaBJIeHHe JesTeJbHOCTH
POCCUICKUX CEJIEKIIUOHEPOB.

[naBHOW 3ajayed cesleKUUU JEKOPATHUBHBIX pacTeHUH
ABJIAETCA YBEJIMYEHHE AeKOpaTHBHOﬁ EHHOCTH IIPHU CoxXpa-
HEHMUH JINOO0 MOBBLILIEHUHU yCTOFI‘-IPIBOCTPI K OMOTHUYECKUM
1 abMOTHYECKUM cTpeccopaM. [losyyeHrHe BBICOKOKAYeCT-
BEHHBIX, YHUKAJIbHBIX COPTOB METOAaMHU KJIaCCUYEeCKOU ce-
JIEKIUU - AJIUTeJbHBbIA mpoluecc. BejgeHue ceseKMOHHOU
paGOTbI C IpUBJIeHEHUEM COBpPEMEHHBbIX GHMOTEXHOJIOTUYe-
CKHMX W MOJIEKYJIAPHO-TEHETHYEeCKUX MEeTOLOB I103BOJIAET
YCKOPEHHO MOJIyyaThb COpPTa C TpebyeMbIMHU XapaKTepHUCTH-
kamu (Ryndin, Mokhno, 2012; Rakhmangulov, Tikhonova,
2021; Slepchenko, Pashchenko, 2021). Cesiekijusi Ha OCHOBe
JaHHBIX NOAX0/I0B, OZJHAKO, TPpebyeT OGLIMPHOU MOATOTOBHU-
TeJIbHOU paboThI — MOJIYYEeHUS TOJTHOH HHPOopMaL UK 06 op-
TaHU3alWH IeHoOMa KyJIbTYPbI, TU[ATEJbHOI0 U3y4YE€HUA re-
HOB, KOOUPYIOIIHUX XO35IUCTBEHHO LEeHHble IPU3HAKH, BbIAC-
HEHUS MOJIEKYJISIPHBIX OCHOB GEeHOTHUIINYeCKOro pa3Hoo6pa-
3Hd.

B nanHOM 0630pe npeAcTaB/eHa aKTyalbHast HHoOpMa-
Oousda 0 JOCTHXKEHUAX B obJiacTu HU3y4Y€HHUdA reHoMa JIbBUHOTI'O
3eBa. Ocoboe BHHMMaHMe YZe/JeHO HCCIe[0BaHUSM TOMeo-
3UCHBIX TI'€HOB, KOHTPOJIMPYHIIUX HOPMAJIbHOE pPa3BUTHE
OpraHoB, ONpejessALUX JeKOPaTUBHYI0 LIeHHOCTb pacTe-
Hus: auctbeB (CIN), usetka (GLO, DEF, CYC, DICH w fipyrTux),
couBetus (CEN), rabuTtyca pacteHus. 06CyXAaeTcsi poJib MO-
OU/IbHBIX 3JIEMEHTOB B U3MEHYUBOCTHU NMPHU3HAKOB JIbBUHOTO
3€Ba, PacCMOTPEHbl MOJIEKYJISIPHO-TeHEeTHYeCKHe OCHOBBI
GeHUINPONaHOUAHOTO GMOCHHTETUYECKOTO NMyTH U ero pe-
TyJaduu.

JIbBMHBIH 3eB 601b110# (Antirrhinum majus L.)
KaK 06beKT reHeTHYeCKHUX U CeJTeKIIMOHHBIX
HccIeJ0BaHUM

BoTaHMYyeckas XapaKTepUCTUKaA

JIbBUHBIM 3eB Gosbuiol (Antirrhinum majusL.) - Buj
MHOTOJIETHUX TPaBSIHUCTBIX pacTeHUH popa Antirrhinum L.
ceMeiicTBa Plantaginaceae Juss. mopsiika Lamiales. Panee oT-
HocuiIcs K ceMelcTBY Scrophulariaceae nopsifka Scrophula-
riales (Otero etal.,, 2021). Ha gaHHBI MOMEHT U3BECTHO /0
40 BU/I0B, BKJIDUYEHHBIX B poA Antirrhinum; Hau6oJblIeH mno-
MYJISIPHOCTBIO Y CeJIEKIIMOHEPOB U CaZl0BOJIOB MOJIb3yeTCs
MOJleJIbHBIA [J11 TeHeTUKU BUJ, A. majus, JbBUHbIA 3€B
6osbuioi (Otero etal., 2021). CroxHOCTb poga Antirrhinum
CHCTEeMaTHUKHU CBA3bIBAIOT C HelaBHEH IUBepreHIMel BU/0B,
CONpOBOX/aBIllleHcss TMOpUM3alMell U HHTPOrpeccUsMHu.
Cy1iecTByIOIIMe CUCTEMBI IPeAII0IaralT pas/eeHle poja
Ha TPH CEKI[UHU COTJIaCHO MOPOIOrH4ecKUM XapaKTepHUCTH-
KaM M 3KoJioro-reorpa¢uyeckuM JaHHbIM (Sutton, 1988).
Cucrema B. Pormasnepa npeanoJsiaraia NOHWKeHUe TaKCOHA

Antirrhinum 10 CEKIJMU ¥ BbIJieJIeHUe B HEW TpeX CyOCeKIUii:
Antirrhinum, Kickxiella u Streptosepalum (Rothmaler, 1956).
Ba)xHO OTMETUTBH, UTO paclpejiesieHde BHJOB 10 Tpynnam
pas/jiM4aeTcsl B 3aBUCUMOCTH OT BbIGPAHHBIX KPUTEPHEB.

Jns1 BeIICHEHUSI XapaKTepa pUJIOTeHETHYEeCKUX CBf-
3ed MeX/Jy BUJJaMU M yTOYHEHUA TAaKCOHOMUU poAa Antir-
rhinum A. Otepo c coaBTopamu (Otero et al., 2021) npumeHu-
JI MeTO/] TeHOTUIIMPOBaHUs MyTeM cekBeHupoBaHus (GBS -
genotyping by sequencing). UcciiefoBaHHast BbIGOpPKa BKJIIO-
yasia 108 npeacraBuTesiedt 34 BUJOB, B UUCJIe KOTOPBIX ObLIN
Kak TuUNOBble (TomoTtunudeckue, us locus classicus), Tak
Y B35ITble B IPYTUX MeCTax Ipou3pacTaHHs oO6pasibl. Pe-
3yJIbTaThl GUJIOTeHOMHOT0 aHaJIM3a JJULIb YaCTUYHO COIJIa-
COBAJIMCh C JleJIeHHeM pojia Ha TPU CEeKIUH Ha OCHOBAHUH
Mopdosiornyeckux kKpurtepuesn. [losyyeHHble AaHHbIE He
MO/ TBEPAUIMN THIOTE3y O MOHOQPHUJIETHYECKOM NPOUCXOXK-
JleHUH rpynnsl A. majus Kak TUIIOBOTO BU/A POJa.

OCHOBHOE YHCJIO XpOMOCOM B poje Antirrhinum - n = 8.
Bug A. majus punsouueidt (2n = 16), Apyrue aukopac-
TylMe BUJbl UMEIOT B COMAaTHUYeCKUX KJeTKax 16, 18 nau 32
XpoMOcOMBl. Ha ocHOBe BBICOKOPOCJBIX CPE30YHBIX COPTOB
A. majus (Hanpumep, rubpuza F1‘Maryland True Pink’) mosy-
yeHbI TeTpamionHble opmel (Isachkin etal, 2014; Hlaing
etal, 2021; Khanbabaeva, 2022).

JIbBUHBIN 3€B — BBICOKOZEKOpPAaTUBHAA OAHOJIETHASA Kpa-
cUBOIBeTyIlas KyabTypa. CoBpeMeHHble COpTa U TMOPHU/IbI
A. majus oTIM4aTCs 60JBIIMM Pa3HOOOpa3ueM MO BHICOTE
(ot 15 mo 150 cM), 06UIBHBIM U MPOAOJIKUTETBHBIM I[BETE-
HueM (6osiee 200 gHel), yCTOMYMBOCTBIO K HU3KUM TeMIIe-
paTypam u 3aMmopo3kaM (0 -5°C), NpUATHBIM CIaZKOBAThIM
apoMaToM, IMPOKON LBETOBOM raMMOMH, OpUTrMHAJbHOU
¢dbopmMo¥i 11BeTKOB (MOTYT OBITh NPOCTBIMHU HJIM MaXpPOBBIMH,
3uroMopoHbIMH, pexe akTuHOMop¢HbIMHU) (Khanbabaeva
etal, 2013). LleHTpOM NMPOUCXOXKAEHUS U MOCEYIOIeH A1-
BepcuduKanuu poga Antirrhinum, BeposiTHO, siBsieTcs [1u-
peHelckUil mnosayocTpoB. CerofHA ecTeCTBEHHBbIM apeal
BKJIIOYEHHBIX B YKa3aHHBIN POJi BU/IOB OXBAaTbIBAET CPeAU-
3eMHOMoOpcKoe mno6epexbe EBponbl, CeBepHoit Adpuxu
u bamxkHero Bocroka (Sutton, 1988). Bua A. majus B iukou
npupoje HauboJsiee pacnpocTpaHeH Ha ceBepo-BocToke [1u-
PEeHENCKOro MoJIyoCTPOBA U 110 €BPOINENCKON YacTH mobepe-
bs1 CpefN3eMHOr0 MOpS; KY/JIbTHBUPYETCS MOBCEMECTHO
(Otero etal., 2021). B cpenneii nosioce Poccuu A. majus BbI-
palrBaeTcs Kak OfHOJIETHSS [[BeTOYHAsI KYJIbTypa, B yCJI0-
BUAX 1ora Poccuu - kak AByJsieTHUK. [Ipy cooTBeTCTBYOLIMX
KJIMMaTH4YeCKUX YCJIOBUSX PACTEHHUS MOTYT 3UMOBATb U ITPO-
JlI0JDKATh POCT Ha C/IeAYIOIMN IO/: B YaCTHOCTH, B YCJIOBUSAX
Cpean3eMHOMOpPbS JIbBUHBIM 3€B SIBJSETCS MHOIOJIETHUM
pacTeHHeM. B ecTecTBeHHBIX YCJI0BUSX Pa3BHUBaeTCs HOP-
MaJIbHbIM TJIaBHBIA KOPEHb, IPH BBIPALIMBAHUH B Ky/IbTYype
PY MHOTOYMCJIEHHBIX TMKUPOBKaX [VIaBHbIH KOpeHb MOBpe-
JKJJaeTcsl U IpeKpalaeT pocT, GopMHUpPyeTCs MolHasi KOpHe-
Basi CUCTEMa, Ipe/icTaB/IeHHast 60KOBBIMHU KOPHSMH pa3/iny-
HBIX OPSI/IKOB.

BuoJsiorus nBeTeHUusA

,Z[Jlﬂ JIbBUHOT'O 3€Ba MNpeANOYTUTEJbHBIM ABJAETCA
nepeKpecTHOe ONblJIEeHHEe, UMeeT MeCTO OJHOJIOKYCHas ra-
MeTOQHUTHAs CAMOHECOBMECTHMOCTb, OJJHAKO B Ipolecce
Pa3BUTHUA BETKa CYLECTBYIOT IepruoAbl CHUXEHHUA CTe-
IeHU CaMOHECOBMEeCTHUMOCTH (3a JleHb J0 PacKpbITUS 6y-
ToHa uau 4yepe3 5-8 mHeil mocse) (Khanbabaeva etal,
2013), xorga BO3MOXHO CaMOOIblIeHHEe, KaK HUCKYCCTBEH-
HOE, TaK U CIOHTaHHoe. VicKycCTBEHHOEe cCaMOOoTblIEHHE MTPO-
BOZST MeTOJ0OM IreHTOHOTaMHOI0 (B Ipejesax OJAHOIO pac-
TEHUs1) OMNblIeHUsT OyTOHOB. Ha ocHOBe caMOHECOBMeCTH-
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MOCTHU MOTYT ObITh BbIBeZl€HbI JIMHHUU C 6oJiee AJIUTEJIbHBIM
I[BeTeHHeM (M3-3a OTCYTCTBHUsI 3aBSI3bIBAHHUS CEMsH), ca-
MOHECOBMECTHUMOCTb 06J/ier4yaeT MpoLecchl FrHOpUAN3ALNH,
TaK KaK OTCYTCTBYeT HeO6XOJMMOCTb KacTpalUH LIBETKOB
(Khanbabaeva, 2011).

[Ipu mog06HOM THIIE OTIBIJIEHUS OTIJIOIOTBOPEHHE POHC-
XO4UT AOCTATO4YHO GBICTPO, NMPUBOAUT K ONIAJJAHUI0 BEHYHU-
KOB (CBsI3aHO C yTpaTOH JeKOPaTUBHOW IIeHHOCTH) uyepe3
1-3 fiH4, moc/ie Yyero 3aBsI3bIBAETCS IJIOA — KOPOBOYKA, CO-
nepxawas or 80 po 130 cemsaH. B oTcyTcTBHe onblieHUs
[[BETOK CIIOCOOEH 1BecTH [0 7-10 AHEH. Y MaXpOBbIX U CTe-
PUJIBHBIX GOPM L[ BETEHHE OJHOTO I1BeTKa 6€3 ONblJIeHHs MO-
XeT GbITh 60J1ee MPOJO/KUTENbHBIM — 10 11-14 nuelt (Kha-
nanbaeva etal, 2013). YkaszaHHas Bbllle MPOJO/KUTENb-
HOCTBb I|BEeTEHHS PacTeHHs], TAKUM 06pa3oM, obecreyeHa He
AJIUTEJIbHOCTBKO IBETEHHA OJHOIO LBETKa, HO IOCTEeIleH-
HBIM pacCnyCKaHHeM LBETKOB IJIaBHOI'O U GOKOBBIX conBe-
THMU.

BricakeHHbIe B OTKPBITOM IPYHTE PACTEHUS JIbBUHOIO
3€Ba ONBbIJIAKTCA KPYNHBIMU HACEKOMBIMH - LIMeJIAMHU
Y MYeJjlaMH, CNOCOGHBIMU COOGCTBEHHBIM BECOM OTOIHYThb
HIDKHIOIO Ty0Oy 1BeTka. OTMe4YeHo, YTO TeMHOOKpalleHHbIe
Cl)OpM]:I B JHEBHbIE€ YaChbl ONbIJIAKOTCA UHTEHCHUBHEE U, COOT-
BETCTBEHHO, JIy4llie 3aBA3bIBAIOT CEMEHa.

AHasornyHble OCOGEHHOCTH OTMeYeHbl Yy pacTeHUH
ceMmeiicTBa Brassicaceae Burnett (Mamonov, Hanbabaeva,
2008).

I'eHeTH4ecKoe pa3HoOGpa3ue

CopTHMEHT JIbBUHOI'O 3eBa BeCbMa pa3HOO6paseH; Io-
JaBJsioliee GOJBUIMHCTBO COPTOB M TMOPHU/AOB MOJIy4eHO
MeTOAaMH KJIACCHUYECKOH CesJleKLIUU — MyTeM WHAUBHU/YaIb-
HOTO WJIM MacCcOBOTO OTOOpa, O0T6G0pa MYTaHTHBIX JIMHUH
(manpumep, copt ‘PybrHOBasi 3Be3/1, XapaKTepU3YIOLIUNICS
aKTUHOMODPQHBIM IIBETKOM), Tubpuusanuu (copra F1‘Ma-
dame Butterfly’ u F1‘Bright Butterflies’, Taxxe o6saaromue
HexapaKTepHBbIM [JIs1 JUKOTO0 THIA CUMMETPUYHBIM IBET-
kom), nosumonanu (Khanbabaeva, 2022).

CerofiHs 60JIBLIYIO [IEHHOCTD NPEJCTABJSIOT UCCIe0Ba-
HUs B 06J1aCTH GMOTEXHOJIOTHH, a TaKKe paboThl, MOCBS-
IIleHHble BBISICHEHUIO MOJIEKYJISIPHBIX OCHOB X035ICTBEHHO
3HAYMMbIX IPU3HAKOB JIbBUHOTO 3€Ba — TUIIA [[BETKa, COL{Be-
THUSI, MHTEHCUBHOCTH U NAaTTEepHA OKPAcKH W Apyrux. [lan-
Hble, TOJy4eHHbIe B X0Jle TaKUX HCCJIeJO0BaHUH, MO3BOJISAT
BOBJI€Yb JIbBUHBIN 3€B B COBpEMEHHBI! CeJIeKI[JMOHHbIN Ipo-
necc. [IpuByieyeHne COBpeMEeHHBIX METO/I0B, KaK y»Ke OblI0
YIOMSIHYTO paHee, MOXET YCKOPUTb CeJeKLHMOHHBIA INpo-
I1eCC, BBIBECTH €ro Ha KaueCTBEHHO HOBBIM ypPOBEHb — BO3-
JlelCTBYe Ha TeHbl HANPSMYI0, METOJJaMU arpo6akTepHab-
HOM TpaHcdopMmaluy, peJaKTHPOBAHHE IO TEXHOJOTUHU
CRISPR/Cas9 (Rakhmangulov, 2022), a Tak>ke Kpyr/oroauy-
HOe KyJIbTUBUPOBAaHHUE PACTEeHUH In vitro MOTyT COKPAaTUTh
CPOKH MoJiydeHust HoBoro copTta ¢ 10-12 et go 3-5 JyieT, yTo
BeCcbMa IIeHHO B YCJIOBUAX HEOOXOAMMOCTH 3aMellleHUsT UM-
nopra jAekopaTuBHbIX KyJabTyp (Rakhmangulov, Tikhonova,
2021).

[eHeTHYecKkHe U3BICKaHUS C IPUBJEYEHHEM pacTeHUU
JIbBUHOT'O 3€Ba NMPOA0JIKAKTCA yke 6osiee 150 seT. Yiomu-
HaHMs JIbBUHOTO 3€Ba MMEIT MeCTO B TpyJax MeHpens
v JlapBuHa, B Hayase XX BeKa cTapaHUsIMH JpBHUHaA baypa
A. majus yTBep>K/JieH B KaueCTBe MOJleJIbHOI'0 TeHeTHYeCKOro
06beKTa, 3aTeM MUHTepec K HeMy HeCcKOJIbKO CHU3uJCcH. [lo-
BTOPHBIN BCIJIECK NONYJIAPHOCTU A. majus NpULIeJICS Ha 3py
OYpPHOI'0 Pa3BUTHS MOJIEKYJIIPHON GHOJIOTHMU; IbBUHBIN 3€B
0Kas3aJICsl He3aMeHUM /1151 U3y4YeHHsI MOGUJIbHbBIX 3JIeMEHTOB
y IeKOPaTUBHbIX paCcTeHHUM.

leHoM A.majus, BKJWOYAWLUHA NPUOJIUSUTETBHO
510 MWIJIMOHOB Map OCHOBAaHMH, yCHEIIHO CeKBEHUPOBAH
u anHoTupoBaH B 2019 r. /lna siunuun A. majus J17 nokasaHo
Hasinyue 37 714 reHoB, aCCOIMMPOBAHHBIX C CHHTE30M 0eJI-
ka (Li etal, 2019). Ony6/11KoBaHHe reHoMa A. majus OTKpHI-
JIO HOBBIE BO3MOXXHOCTH [iJIsI MCCJe[J0OBaHUsSI H3BECTHOTO
KJIacchyeckoro o6bekTa reHeTukH (Li et al, 2019).

[lepBasi reHeTHYecKas KapTa JIbBHHOIO 3€Ba, pa3pabo-
TaHHas Ha OCHOBe aHaJiM3a paclielsAleicsa nomyss-
U TUOPHUJIOB F, oT ckpemuBanus A. majus u A. molle L.
(1BBUHBIHN 3eB MATKUMH), cofepkasia 164 6es0K-KOLUPYIO-
IUX FeHa U CXOZHOe YHUCJO MOJIEKYJsSPHBIX MapKepoB
(AFLP, RFLP, ISTR u ISSR), noka/M30BaHHBIX B BOCBMH
rpynmnax CuensieHHusi, 4YTO CONOCTAaBHMO C TalJIOUJHBIM
yucjaoM xpomocoM y A.majus (Schwarz-Sommer etal.,
2003b). BrnocsnencTBuy 3Ta KapTa Obla COOTHeCeHa
C KJIaCCUYeCKOM reHeTHYeCKOM KapTOH, TaK»e BKJII0YaB-
el 8 rpynn cuenyieHus, 4 LUTOJIOrMYeCKOW KapTOH Xpo-
MOCOM, NOJIyYeHHOH MeTOo/0M rubpuAusanui in situ (Zhang
etal., 2005). MosiekynsipHO-reHeTHYeCKasi KapTa, MOJy-
YyeHHas Ha OCHOBE aHaJIM3a pacllensolelcs NonyIsuu
F, oT ckpewuBaHus [ABYyX JIMHUU A.majus, mMOKpbiBasa
npuMepHo 95% reHoma u cogeprkasia 6osee 300 MapkepoB,
JIOKaJIM30BaHHBIX B BOCBMHU I'pyIIax CLENJeHUs CO Cpe-
HUM pacCTOSTHUEM MeXJy Mapkepamu okoJio 2 cM (1,28
MUWJIJIMOHOB Tap OcCHOBaHUU). HoBasg kapTa oka3aJach
BecbMa 3P PeKTUBHON A/ KAPTUPOBAHUS TPAHCIIO30HOB
M MyTallUi B reHaX, KOHTPOJIMpYIOLKUX Mopdosoruye-
ckre mpusHaku (Schwarz-Sommer etal, 2010). Hccue-
JIOBaHUs JIbBUHOTO 3eBa BHECJM 3HAYUTEJbHBIH BKJa[
B GOpMHUpPOBaHHe COBPEMEHHBIX NMpeJACTaBJeHUH O reHe-
THKe Pa3BUTHUs pacTeHUH, TOHUMaHKe 0CHOB PaboTHI ro-
MEeO3UCHBIX TeHOB, Iy Tel 6HOCHHTE3a MUI'MEHTOB U UX pe-
TyJASIAY, MOJIEKYASIPHBIX 0CHOB poTocuHTe3a (Schwarz-
Sommer et al., 2003a).

TeHeTH4YeCKM KOHTPOJIb pa3BUTHA LBETKA M COLBe-
TUSA

CTpoeHHe [[BeTKA U CTPOEHHE COLBETHS SIBJISIOTCS BaXK-
HBIMHU IPU3HAKaMH, ONpeJe/II0UMMHU JeKOpaTHBHbIE Kade-
CTBa KPAaCUBOLBETYLMUX pacTeHUH. Pasniuuus B cTpoeHUH
LBETKa HapaBHe C OKPaCKOW BEHUYMKa — 3HAYUMBIN JJig ce-
JIEKIIUM TPU3HAK, ONpefessolui yHUKAJIbHOCTb U LieH-
HOCTB CcOpTa. B 3aBUCUMOCTH OT COpTa LBETOK MOXXET ObITh
MPOCTBIM HUJIK MAaxpOBBIM, B CJIy4yae IbBUHOTO 3eBa TAKXKe 3U-
roMopoHBIM MM aKTUHOMOPHBIM (nmusopudeckum). [lpu-
MepaM{ BapUaHTOB JIbBUHOTO 3eBa C HeXapaKTepHOH AJs
BUJa GopMOM ILBeTKa MOTYT CAYXUTb copTa ‘Juleiwa’
u F1'Madame Butterfly, o6/s1afjaroiie cooTBETCTBEHHO aK-
TUHOMOPOHBIM (MMUJIOPUYECKUM) IIBETKOM U MaXpOBBIM aK-
TUHOMOPGHBIM (TUI0PUIECKHM) [IBETKOM.

CorystacHO OCHOBHOU KJiaccuyeckoit mogenu “ABC”, pas-
paboTaHHOU HA OCHOBE U3yYEeHHUsI TOMEO3UCHBIX MYTAHTOB
Arabidopsis thaliana L. v A. majus, bopMupoBaHHe OPraHoOB
[BETKA y pacTeHUs PeryaupyeTcs TpeMs KJIacCaMU IeHOB:
A (yawenucTtuku), B (1enectky u ThivuHKH) U C (MeCTUKHN)
(Mizzotti etal., 2014; Qiao etal., 2023; Khojayori etal.,,
2024).

Pa3BuTHe 11BeTKa HaYMHAeTCs NPH Iepexofie pacTeHus
K reHepaTUBHOM CTaZiuH, YTO, B CBOIO 04Yepe/ib, CBSI3aHO C Ha-
KOIlJIEHHeM pacTeHUeM JJOCTaTOYHOW BereTaTUBHOW MacChl.
Pa3BuTHe 1IBETKA NPOMCXOAUT B TPH 3Talna — IepeXoz K IBe-
TEeHHIo, 3aKkJajKa ¢GJopaJbHOW MepHUCTeMbl U COGCTBEHHO
pa3BUTHE LBeTKA. YKa3aHHbIe NPOIECCh FTeHeTHYeCKH 00y-
CJIOBJIEHBI, HAXO/JSATCS MO/ KOHTPOJIEM DPsifila TOMEO3HCHBIX
TeHOB.
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Ta6auna. l'eHbl, Kogupywmue GakTophl, 06ecnedyuBaOLNe JeKOPAaTUBHYIO EeHHOCTb COPTOB Antirrhinum majus L.
Table. Genes for the factors determining the ornamental value of Antirrhinum majus L.

CemeiicTBo reHOB | HasBaHue JddexT, oka3piBaeMblii IPOJAYKTOM reHa
ROSEA1 [ToBBIIIAIOT 3KCIPECCUI0 CTPYKTYPHBIX T€HOB NO3HEN cTauu
beHUINPONaHOUAHOTO0 GUOCUHTETHYECKOTO MYTH, 00eClIeYUBAIOT HAKOTIIEHHE
ROSEA2 aHTOLIMAHOB B TKaHsIX JielecTKa
[ToBbIIIAET 3KCIPECCUI0 CTPYKTYPHBIX T€HOB MO3/IHEN CTaJUU
R2R3-MYB
VENOSA $eHUNMPONaHOUAHOTO GUOCUHTETUYECKOTO MYy TH, 06eCcleurnBaeT HaKOIJIEHUE
AHTOI[MAHOB B KMUJIKAX BEHYMKa, OPMUPOBAHHE «BEHO3HON OKpPaCKU»
[IpensaTcTBYyeT 6HOCUHTE3Y AaHTOLIMAHOB B TKAHSIX BEHYHKA, I0/IABJIsIET
ELUTA
akcnpeccuto reHoB bHLH
DELILA CoBmMmecTHO ¢ pakTopamu MYB u WD KoHTpo/iMpyeT GUOCHHTE3 aHTOL[MAHOB;
HauboJiee aKTUBEH B 10JISIX BEHUUKA
. CoBMecTHO ¢ pakTopamMmu MYB 1 WD KoHTpoIMpyeT GUOCUHTE3 aHTOIMAHOB;
bHLH DELILA-like axrop poJHpy t
HaunboJsiee aKTUBEH B TPyOKe BEHYMKA
MUTABILIS
CoBMecTHO ¢ pakTopamMmu MYB 1 WD KoHTpoIMpyeT 6GUOCHHTE3 aHTOLIMAHOB
(INCOLORATA ) axrop Pospy a
WD WDR Kopupyet 6esox WD, Bxoas M B coctaB KoMmiiekca MBW
NIVEA ®depMeHT XaJIKOH-CUHTAa3a, KaTaJIU3upyeT NpeBpalleHrue KyMapouJ-
KO3H3UMa A B XaJIKOH
CHI depMeHT XalKOH-U30Mepasa, KaTaJu3upyeT NepecTPOUKy XaJlKOHA
B HApUHT€HUH
l'eHbl, depmeHT (p1aBOHOJI-3-THIPOKCUIIA3A, KaTAJIU3UPYET MpeBpalleHre
INCOLORATA I P ¢ AP ' PyeT npespatl
KoAupyoine HapUHTeHWHA B JUTUAPOKeMIIpepot
depMeHTHI
deHUNMpONAHO- EOSINEA ®epmeHT P1aBOHOJI-3'-THAPOKCUIIA3], KATATU3UPYET peBpalleHue
H/IHOTO auruapokemndeposia B AUTUAPOKBEPLETHH
GUOCHHTETHYEC-
KOro myTH ®depmeHT feruapodiaBoHOI-4-peiyKTa3a, KaTaJIU3UpyeT peBpalieHre
PALLIDA JUTHAPOKeMIIpepoJia B JIeHKONeJJaproHU/IUH U JUTHPOKBepLIeTHHA
B JIEMKOLIMAHUJUH
®epMeHT aHTOLMAaHUJUHCUHTA33, y4acTBYeT B IpeBpalleHUU
CANDICA JieliKoneslaproHuJMHOB U JIENKOLUaHUIUHOB B IeJIarpOHU/JUHBI
Y [UAHUJUHbBI COOTBETCTBEHHO
FLORICAULA 3akJja/ika GpJ1opasbHONM MEPUCTEMBI, IEPEXO/] K [IBETEHUIO
JKcrpeccupysch B JOPCAJbHON YacTH GJIOPaTbHON MEPUCTEMBI, ONIPEESIOT
CYCLOIDEA €ro a/lakCUaIbHY0 UeHTUYHOCTb, KOHTPOJIUPYIOT pa3BUTHeE JIE[IECTKOB,
pasBUTHE U peKpallleHHue POCTa ThIYMHOK, aKTUBUPYIOT 3KCIPECCUIO FeHa
DICHOTOMA RADIALIS
KoHTposiupyeT pa3BuTHe 6UIaTepaTbHO-CUMMETPUYHOTO 11BETKA, I0aBJISIET
RADIALIS akTuBHOCTb DIV B lopca/ibHOM 4acTH [BETKA; COBMECTHO ¢ DIV KOHTpoJUpyeT
T'omeo3ucHbIE pa3BUTHE JIaTePabHbIX JIEIECTKOB.
reHbl K N RAD
OHTPOJIUPYET Pa3BUTHE BEHTPAJIbHON YaCTH 11BETKA; COBMECTHO C
DIVARICATA POJIMPYeT p P I
KOHTPOJIMPYET pa3BUTHeE JIaTepaJbHbIX JIEIeCTKOB
DEFICIENS CoBMEeCTHO KOHTPOJIUPYIOT HOPpMaJIbHOE Pa3BUTHe reHepaTUBHbIX YacTel
GLOBOSA IBETKa U JIENIECTKOB
CINCINNATA OGecneyrBaeT KOOPAUHALUIO KJIETOYHBIX CJIOEB ITPH Pa3BUTHUHU JIUCTA
PHANTASTICA 0O6ecneyrBaeT pa3BUTHE HOPMAJIbHbIX, IAHI[ETOBU/IHBIX JIUCTHEB
TFL1-nogo6HBIE BJyiokupyeT pa3BUTHE TEPMUHAIBHOIO [[BETKA, 06eCIieYrBaeT pa3BUTHE
A CENTRORADIALIS pyerp p i p
reHbl OTKpPBITOT'O COLIBETHUSA
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3akJiaaka ¢JopaJbHON MepUCTEMBI U IIEPEXO/, K IIBETe-
HUIO Y A. majus HaxoAATCA 10J, KOHTPOJIEM NPOJAYKTa reHa
FLORICAULA (FLO). lloka3saHo, yto red FLO fjeMoHCTpUpyeT
BBICOKMH YPOBEHb 3KCIPECCHMHU yXKe Ha HadaJIbHbIX 3Tanax
pa3BUTHS LBETKA BO B3aMMOJAEHCTBHUM C JPyTMMU I'OMeO-
3UCHBIMU I'€HaMH, KOHTPOJIMPYSl ero HopMaJibHylo Audde-
peHIManuio. PacteHus ¢ peneccuBHOW MyTanuei flo xapak-
TEPU3YIOTCA COLBETHUAMM, NMOJHOCTBIO JIMLIEHHBIMU LBET-
koB (Coen et al,, 1990; Carpenter, Coen, 1990).

[IBeTKHM AUKOTO THIIA A. majus ByCTOPOHHE CHUMMETpPHY-
Hble (3uroMopdHbIe) € aZlakCHaJbHOU (JopcaJbHON) 06J1a-
CTbI0, KOTOpasl OTJIMYAeTCs OT abaKCHa/lbHOW (BeHTpaJib-
HOH) o6siacTu. B yacTHOCTH, /iBe aJjlakCcUasibHble JOJIU Jie-
necTKa yBeJIMY€eHbI 10 CPAaBHEHHUIO C JIaTepaibHbIMU U abak-
CHaJIbHBIMU JI0JISIMH, @ aZlaKCHa/IbHas ThIYMHKA peKpallaeT
pPOCT HAa PaHHUX CTAAUSAX Pa3BUTHSA, TAKUM 00pa3oM B 3pe-
JIOM BO3pacTe LIBETOK JIbBUHOT'O 3eBa HMEET TOJILKO YeThIpe
depTHIbHBIE TEIYMHKY. BbIJ10 IOKA3aHo, YTO /s oNpeseie-
HUSA UJeHTUYHOCTH aJlaKCHaIbHOW 06J1acTH 1BeTKa y A. ma-
jus Heobxoaumbl renbl CYCLOIDEA (CYC) w DICHOTOMA
(DICH). V nBOWHBIX MyTaHTOB cyc-dich dopmMupywTcs pa-
JIMaJIbHO CUMMeTpPHUYHble (aKTMHOMOPQHBIE, WU MUJIOPH-
yeckue) uBetku (Giibitz et al., 2003).

[IpucyTcTBUE ajiesst AUKOTO TUIIA OJHOTO U3 YIIOMSAHY-
TBIX TEHOB NPHUBOAUT K Pa3BUTHIO YAaCTUYHO aKTHHOMODPd-
HOro (NMUJIOpUYECKOro) IBeTKa, cujia (GeHOTHIHYECKOro
NposiBJIeHUs NPU3HaKa B JAHHOM CJlyyae BapbUpyeT. B cBo1o
oyepe/ib, y OJUHOYHBIX MyTaHTOB dich HaGJIOAAIOTCS JIUIIb
He3HayuTeJbHble HM3MEHEHUs aJaKCHAJIbHBIX JIENECTKOB
U IPEUMYIECTBEHHO JUKHH THI aHApOLes, MyTaHTbI CyC
NPOU3BOAAT LIBETKH, UMEIOLINe BbICOKYIO CTelleHb CHMMET-
pHUU 1 HOPMaJIbHbI€ ThIYMHKH.

Pe3ysbTaThl KJIOHUpOBaHUA nokasanu, yto CYC u DICH
ABJIAIOTCSA GJIM3KOPOACTBEHHBIMU reHaMH CeMeHCTBa TPaHC-
KpunuoHHbIX dpakTopoB TCP. ['eHbl 3TOrO CeMelicTBa KoAHU-
pyloT cnenuduyeckre AJs pacTeHUH TPAHCKPHUIILMOHHbIE
baKTOpBl, KOHTPOJIUPYIOLLKE, I0-BUAUMOMY, POCT MEPUCTe-
MbI ¥ ipuMopueB (Luo et al, 1996,1999; Cubas et al,, 2001).
Wms ceMelicTBa NPOMCXOAUT OT Ha3BaHUH GesIKOB-peryJis-
TopoB TpaHckpunuuu - TEOSINTE BRANCHED 1 (TB1) y Zea
mays (Doebley et al., 1997), CYCLOIDEA (CYC) y Antirrhinum
majus (Luo etal, 1996), PROLIFERATING CELL FACTORS 1
u 2 (PCF1 u PCF2) y Oryza sativa (Kosugi, Ohashi, 1997). Bce
usBecTHble TCP XapaKTepu3yoTcs Haau4rMeM 59-aMUHOKHC-
JIOTHOT'O JIOMeHa cnupasb-neTas-cnupaib (bHLH), HbiHe K3-
BecTHOro Kak gomeH TCP (Cubas etal, 2001; Wang etal.
2022). CYC u DICH akTuBupyloT 3Kcnpeccuto rena RADIALIS.

LIBeTku HocuTesied reHOB RADIALIS (RAD) u DIVARICATA
(DIV) cocToAT U3 NATH JIENECTKOB W 06J1aZlal0T JOPCOBEH-
TpaJbHOM acuMMeTpuel (WM 6uaTepalbHOW CUMMETpPHU-
el). DIV oGecreyuBaeT pa3BUTHE BEHTPAJbHBIX 4YacTeil
IIBETKA 10 IUKOMY THIy, OJJHAKO B ZIOPCAJIBbHBIX YACTAX €ro
addexT nogasseH npoaykroM reHa RAD (Galego, Almeida,
2002). YpaBHOBeleHHas: akTUBHOCTb ¢pakTopoB DIV u RAD
obecrneyrBaeT pa3BUTHE JaTePaJIbHbIX JIENIECTKOB 110 JUKO-
My Tuiy (Kramer, 2019). Camu no ce6e JienecTKH JUKOTO
THIA Pa3/IMYHBI 10 GOpMe, TPUYEM BEHTPa/IbHBIN JIeNecTOK
CUMMeTpHYEH, HO /iBa 60OKOBBIX U /IBa 0PCAIbHbIX aCHMMET-
pu4HBL Y MyTaHTOB radialis v cycloidea ycuieHa BeHTpaslb-
Hasl UIeHTUYHOCTbD JIaTePaJIbHBIX U J0PCAJIbHBIX JIETIECTKOB.
Y MyTaHTOB dichotoma acuMMeTpHs 0pCabHbIX JIENECTKOB
cHxkeHa. HanpoTus, y divaricata - noayJOMUHaHTHOTO My-
TaHTa - BEHTPaJ/IbHble OPraHbl J0PCaJIU30BaHBbI.

[ToMHMO NpUBe/IeHHBIX BbILIE TeHOB HOPMaJIbHOE pPa3BHU-
THe IBETKA TAK)Ke HAXOJUTCS 110/, KOHTPOJIEM I'eHa-0pTOJI0-
ra APETALA wreHa-oprtosiora PISTILLATA apabupomncuca —

reHoB DEFICIENS (DEF) u GLOBOSA (GLO) cooTBeTCTBEHHO.
Hapymenue ¢yHknuu GLO NpUBOJUT K HApylIeHUIO pa3BU-
THS JIENIEeCTKOB, a TAK)XKe U K Pa3BUTHIO KapleJOoUJHbIX (Ha-
MOMHUHAIIINX TJIOAO0JMCTUKN) THIYMHOK. JKCIU3UsI TPaHC-
[1030HA BOCCTaHaBIUBaeT oyHKIHMI0 GLO. HecTabuibHble a-
JIeJIn UMEIOTCsl Uy BToporo reHa, DEF, eHOTUIINYECKH My-
TalWU NPOSABISAIOTCS HEOTIMYMMO OT TAKOBBIX /11 MyTaHTa
globosa (glo) (Trobner et al., 1992).

®opmMa 1 0c0O6eHHOCTH COLBETHS BaXKHBI /11 TPU3HAHUS
JleKOpaTUBHOM LIEHHOCTU COpTa. 3HA4yMMble NPU3HAKU CO-
[BETHUH — THI BeTBJIEHHS, MOPALOK PACHyCKaHUsS IIBETKOB
(oT ocHOBaHHS K BeplIMHE WJIM >Ke HAaob0poT), HaIudue
J160 OTCYTCTBUE TEPMHHAJBHOIO IBeTKa. BakHO HMMeThb
B BU/Ly, UTO /JI51 IbBUHOTO 3€Ba XapaKTePHbI He OAUHOYHbIE
[[BETKH, a COI[BETHS, BKJIIOYAIOIINEe HECKOJIbKO MJIM MHOXe-
CTBO L|BETKOB.

s A. majus, XapaKTepHO COLBETHE KUCTb — GOTPUOHU/T-
HOe COLBETHEe C MOHOMO/IMa/JbHBIM HapacTaHUEM U aKpoIle-
TaJIbHBIM PACIlyCKaHHEM IIBETKOB (CHU3y BBepx). CouBeTHs,
B 3aBUCHMOCTH OT HaJIM4Ms JIMOGO OTCYTCTBUS T€PMHUHAJb-
HOTO IIBETKA, Ha3bIBAIOT COOTBETCTBEHHO 3aKPBITHIMU JTUO0
OTKPBITBIMH, ZIeTEPMHUHAHTHBIMHU JINO0 HH/IeTEPMUHAHTHBI-
mu (Kuznetzova, Timonin, 2017). /lukuii TUI JIbBUHOTO 3€Ba
XapaKTepU3yeTcsl OTKPBITBIMHU COlBeTUsSMH. Takue core-
THUSl CTOYKH 3peHHs QJOPUCTUKU HUMEIOT 3HAYHUTeJbHBbIN
HEeJI0CTAaTOK — HEOTPAHUYEHHO YAJIUHSAACh, OHU MOCTENeHHO
yTpa4yuBaloT AeKopaTUBHbIe cBo¥cTBa. [loz Bce Bo3pacraro-
IIIUM BECOM COLBETHS CTebesib UCKPUBJISIETCS, Jleslasi pacTe-
HUS HENPUTOJHBIMU KaK JiJIsl yKpalleHUs NpuycajieGHbIX
y4acTKOB, 00OLIeCTBEHHBIX IPOCTPAHCTB, TaK U /IJIs1 HCHOJIb-
30BaHHUA B CPE3aHHOM BH/IE.

Y 1pBUHOTO 3eBa pa3BUTHE TEPMHUHAJBHOIO L{BETKA Ha-
xXoauTcs mox KoHTposieM reHa CEN (CENTRORADIALIS) -
KJIIOUEeBOTO PEry/siTopa BpeMeH! IIBeTeHHUs U apXUTEKTYPbI
couBeTUsl pacTeHuH, romosiora rena TFL1 (TERMINAL
FLOVER 1) apabugoncuca (Bradley et al.,, 1996). benok, kogu-
pyeMblil reHoM CEN, CTPYKTYPHO CXOZEH C IpeJCTaBUTeIsA-
MH 3BOJIIOIIMOHHO KOHCEPBAaTUBHOTO ceMelcTBa ¢ocdaTu-
JUI3TAHOJIAMHUH-CBs3bIBawoIux 6enkoB (PEBP) u, oueBup-
HO, SIBJISISICb KOMIIOHEHTOM BHYTPHUKJIETOYHBIX CUTHA/IbHBIX
nyTel, obecneyrBaeT B3aUMOJEHCTBUE MeX]Jy KUHa3aMu
u ux appexropamu (Banfield, Brady, 2000). dyHkipoHaIbHO
reH CEN sBJifleTCAd aHTarOHUCTOM OIKMCAaHHBIX Bbllle F€HOB
FLO u SQUA (moacemerictBo SQUAMOSA TpaHCKpUMIMOH-
HbIX pakTOpoB Kyacca MADS-box) (Coen et al,, 1990; Huijser
etal., 1992), nogaBsias UX 3KCIPECCHIO B alUKAJIbHON MepH-
cTeMe U o6eclieyuBasi TAKUM 00pa3oM pa3BUTHE OTKPLITOTO
couetus (Krylova, 2020). Ba)xHO OTMETHUTBH, YTO y apabu-
poncuca red TFL1 He ABJsAeTCA eUHCTBEHHBIM pPeryJfaTO-
poMm nBeTeHus. CemercTBO TFL-1o106HbIX TeHOB Arabidopsis
thaliana L. Bkitodaet caeaytomue reasl: MOTHER OF FT AND
TFL1 (MFT), FLOWERING LOCUS T (FT), TWIN SISTER OF FT
(TSF), BROTHER OF FT AND TFL1 (BFT), ARABIDOPSIS
THALIANA CENTRORADIALIS HOMOLOG (ATC). Tlepeunciaen-
Hble TeHbl QYHKIMOHAJIbHO MOXHO pa3/ie/IuTh Ha TPU I'PyI-
nbl: akTUBaTophl uBeTeHus (FT u TSF), ”HTUOGUTOPHI I1BeTe-
Husa (TFL1, ATC, BFT) u rpynny MFT. Bosiee no3aHue uccie-
JI0BaHUs MOKa3bIBAKOT, YTO reH CEN IbBUHOT0 3€Ba CTOUT CO-
OTHOCUTB cKopee c reHoM ATC apabuioricrca, HeXeJd C ca-
muM TFL1. Perynauus pasBUTHUS TePMUHAJBHOI'O LBETKa
y Tabaka HaXOJUTCSA MoJ KOHTposieM ceMdu CEN-mozo6HBIX
reHoB (CET) (Krylova, 2020).

Y A. majus v3BecTeH MyTaHTHBIM reHOTUN centroradialis
(cen) (Bradley et al., 1996), npoBouupyOIIKH pa3BUTHE TeP-
MHHQ/IBHOTO I[BeTKa 3a cyeT GOPMUPOBAHUS BepXylLIeYHOH
¢dsiopanbHON MepucTeMbl. MyTaHTHBIM aJliesib cen, B OT-
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JIMYKE OT aHAJIOTUYHOU MyTanuu tfll apabupomncuca (Shan-
non, Meeks-Wagner, 1991), obecneunBaeT OTHOCUTEJbHO
MOCTOSIHHOE YMCJIO JaTepasbHbIX LBeTKOB (Cremer etal.,
2001). MyTanus cen HeyCTOMYHBA, B IOTOMCTBE OT CaMOO-
NbLJIEHHsS] MYTAaHTHBIX PacTeHUH HaOJ/IOJAl0TCA paCcTeHUs
C OTKPBITBIM COLIBETUEM. Y TaKUX PacCTEHUH, OZJHAKO, MOTYT
pa3BUBATbCS GOKOBBbIE COLBETHSI C TEPMHHAJbHBIM IIBET-
koM. [lofj06Hass BaprabesIbHOCTb B IOTOMCTBE 06'bsICHSIETCS
NPUPOJON MyTallMy, BbI3BAaHHOM BCTPAaUBaHUEM B I10CJI€/0-
BaTeJbHOCTb MOOGUJIBHOIO 3JIeMEHTa, MpPHUHAJJIexallero
k rpynne Tam (transposon of Antirrhinum majus) - Tam10.
IJKCLU3USA TPAHCIO30HA MOXET NMPOUCXOAUTh HEKOPPEKTHO,
0OCTaBJIsIs B YeTBEPTOM 3K30He reHa CEN «ciaen» AJIMHOU
B TpU mapbl HykJeoTHZ0B (ATT), B pe3ysnbTaTe 4yero npu
TPaHCJAAUUA MEXAY acnaparuHoBou kucaotou (148) u ru-
uuHOM (149) wucxoAHON mocJefOBaTEeNbHOCTH 6eska
CENTRORADIALIS BcTpanBaeTci aMHHOKHCJIOTa H30JI€H-
[ MH. Tako# TUI MyTalMH OJIy4YUJI Ha3BaHUe cen-2r (dtf, niu
delayed terminal flower). PacTeHusi - HOCHUTEM MOAOGHOTO
BapHaHTa MyTalluy — JJeMOHCTPUPYIOT OTJIOXKEHHOE pa3BU-
THe TepPMHHAJBHOIO LBeTKa. [JIMTeNIbHOCTb Pa3BUTHSA CO-
L[BETHsI, KOJIMYECTBO GOKOBBIX L[BETKOB B HEM, CPOK IOsIBJIE-
HUSI TEPMUHAJIBHOTO IIBETKA He JleTePMUHUPOBAHbI U 3aBU-
CAT OT YCJAOBUH Cpefibl — JJWHBl CBETOBOTO JAHS, YPOBHSA
OCBeIleHHOCTH U TeMnepaTypsl (Cremer et al.,, 2001).

leHeTHYeCKN KOHTPOJIb Pa3BUTHA JINCThEB

JlekopaTuBHble pacTeHUs] MOXHO pasfe/uTb Ha JBe
GoJibLIIMEe TPYIIbl - KPAacUBOLBETYIIHEe U JAeKOpPaTHBHO-
JINCTBEHHBbIE, JIbBUHBIN 3B, HECOMHEHHO, CTOUT OTHECTHU
K epBo# rpymre. l[BeT u ¢opMa JUCTbEB y KPaCHBOLBETY-
LIUX paCTEHUH UTPAIOT BTOPUYHYIO POJIb B 00ecleyeH ! fie-
KOpaTUBHOCTHU. TeM He MeHee OopuUruHajbHas ¢opma Ju-
CTb€B MOXeT CJIYXUTb AOMNOJIHUTEJIbHBIM KpUTEpHUeM IpHU
BbIGOpe MOTpebuTesNeM ompefeseHHOTro copTa. PasButue
HOPMaJIbHBIX, JIAaHOETOBUJAHBIX JIUCTbEB Yy JIbBUHOI'O 3€Ba
HaxoOJMUTCS B TOM 4YHCJe IOJ KOHTPOJIEM reHa-opToJsora
ASYMMETRIC LEAVES1 (AS1) apa6buponcuca - PHANTASTICA
(PHAN). MyTauus phantastica (phan), cBsi3aHHas1 Cc IoTepen
aKTUBHOCTH TeHa, MpUBeJia K 06pa30BaHUIO JIMCThEB U Jle-
MeCTKOB, B KOTOPBIX KJIETKH, pacIoJIOKeHHbI€e B J0PCaJbHON
YaCTH, NpHUOOpeSH BEHTPAJbHYI HJAEHTHUYHOCTb, aJa-
TepasibHbINA pocT 6611 moTepsiH (Waites, Hudson, 1995). 06a
OpTOJIOTA yYacTBYIOT B nojaBsieHuu reHoB KNOX (knotted-
like homeobox), KoTopble KOAUPYIOT TOMEOJOMEH-COepKa-
e TPAaHCKPUNIMOHHBbIE GaKTOPBI, y4yacTBYyIOIINe B obec-
Me4YeHUU NMPABUJIbHOTO NOpAAKA UHUIUALIUU PA3BUTHUA OP-
raHOB U NOAAeP>KUBAOLMe HOPMaTbHYI0 paboTy MepucTeM
(Hake etal, 2004), 4yTo Heo6X0AUMO JJisi Pa3BUTHS JIUCTA
HopMa/bHOH PpopMbl. OfHaKO 3P PeKT X HECKOJIBKO pa3JIu-
YeH: B YaCTHOCTH, ¥ as1-MyTaHTHBIX JUCTbEB apabuorncuca
COXPAHSAIOTCS JOPCOBEHTpaIbHAasA MOJSIPHOCTb U YIJIOLIEH-
Has JIMCTOBas maacTuHKa (Byrne et al., 2000).

[Tocsie TOrO Kak poCcT JIMCTOBOM MJIACTUHKHU ObLJT MHUIIU-
HMpOBaH, ee HOPMaJIbHOe Pa3BHUTHE 3aBUCUT B TOM YHCJIE OT
MPOCTPAHCTBEHHOW Y BpEMEHHOUN KOOPAMHALUHU MPOLECCOB
AeJIEeHUA U PACTAXKEHUA KJIETOK. Takas KOOpAWHALUA U, Cie-
Jl0BaTeJbHO, HOPMaJIbHOE Pa3BUTHeE YTPAYMUBAETCs Y MyTaH-
TOB cincinnata (cin) apabujoncuca ¥ JIbBUHOTO 3eBa, KOTO-
pble [JeMOHCTPUPYIOT YCUJIEHHBIN JlaTepa/ibHbIA POCT JIU-
CTbeB, MPUYEM pPa3pacTAMUMKACA Kpal JMCTa MOCTeNeHHO
ckpy4yuBaeTcs. [logo6HbIe HABGIIOEHHUsT COTJIACYIOTCS C TEM,
4yTO reH CIN oxapaKTepHU30BaH KaK yCUIUTEb YyBCTBUTEJIb-
HOCTH K cUTHaJy octaHoBKH pocTa (Nath et al.,, 2003). 'omo-
goru CIN KoaupylOT TpaHckpuniuonHele ¢aktopsr TCP
Y 9KCIPECCUPYIOTCS B KJIeTKaX OGLIMPHOM 30HBI, pacnoJio-

J)KEHHOH JAMCTa/JIbHO OT 30HBI mpoJsrdepanuu. Pe3yapTaTsl
M3y4yeHUs PaCTeHUH JUKOTO TUIIA U MyTAaHTOB Cin C UCNOJIb-
30BaHHEM METOJOB MOJIEKYJIIPDHOM FeHeTUKHU U LUTOreHe-
TUKU NOKasany, 4yTo MuiieHsamMu TCP, kogupyemsbix CIN, sB-
JISTIOTCS perienTopbl LUTOKMHUHOB (Gupta etal.,, 2014). Ta-
KUM 06pa3oM BO3/IeMCTBYs HA yKa3aHHbIe TeHbl, BO3MOXXHO
[oJiy4yaTb YHUKa/bHble COpTa JAEeKOPAaTUBHBIX pPaCTEeHUH
C HeXapaKTepHOU [iJIsT UCXOAHOro TUna GOPMOU JIKCTHEB,
NpHUBJIeKaTeJbHOU JJis1 moTpebuTessa. KpoMe Toro, usyde-
HUe CIN-ofl0GHBIX T'eHOB B PYTMX PACTEHUAX MO3BOJIUT
TOYHee YCTAaHOBUTb CTelleHb UX BJIMSAHHUA Ha CKpyYUMBaHHe
JINCTBEB.

lFeHeTH4YeCKMH KOHTPOJIb OKPaCKH

Okpacka LiBeTKa U APYyTUX 4acTel pacTeHUsd onpejesid-
€TCsl Pa3/IMYHBIMY IPyNIaMy IUTMEHTOB — KAPOTUHOUAAMH,
xJ0poduaMmy, 6eTaJanHaMU, HO IVIAaBHBIM 06pa3oM — MUT-
MeHTaMH (JIaBOHOUHOU TPYIIIbI, B TOM YHC/Ie aHTOI[MaHa-
MH. AHTOIIMAHBbI B Pa3/IMYHBIX COYETAHUSAX 00ECNeyrBaloT
He TOJIbKO OKpacKy NypnypHoro, ¢puoJieTOBOro, CHHEro
Y UHBIX OTTEHKOB, HO 1 OTBEYAIOT 3@ YCTOMYMBOCTD K CTpeC-
copHbIM ¢akTopaM cpebl (Tanaka et al., 2008; Nassour et al.,
2020). V3BecTHO, YTO aHTOLMAHBI MOAPA3AE/AIOTCA HA TPU
KJ1acca - [[MaHUAWHBI, NeJaprOHUUHBI U AeJbQUHUANHBIL.
B Benuyuke A. majus MOTyT HaKalJIMBaTbCA LUAHU/IUHBI U T1e-
JIAprOHUAVHBI, TOT/A KaK AeJbOUHUANHBI U KOHTPOJIUPYIO-
UK uX cuHTe3 reH F3’5’H, kopupyrowui diaBoHo-3,5 -rua-
poKcusasy, He o6Hapy»eHbl. BAXKHO OTMETHTb, YTO YKa3aH-
HBbIH BBILIE KJACC aHTOLMAHOB CUHTE3UPYeTCsl B BEHYMKaX
Jpyrux TIpejcTaBuTesned poga Antirrhinum - A. kelloggii
(Hook. & Arn.) Rothm. u A. nuttallianum (Benth.) D.A. Sutton
(Ishiguro etal, 2011). [loMmuMo aHTOIMAHOB, BeHUYUK A. ma-
jus COAepXUT TaKKe NMUTMeHThl aypoHbl. CoyeTaHUe aypo-
HOB, OKpAIIHBAIOIIMX KeJITOoe NATHO (MOXeT 6bITh PacroJio-
JKEHO B 06J1aCTH CpacTaHUs HIKHUX U GOKOBBIX JIETIECTKOB,
B HI)KHEH 4aCTH HYKHeH I'yObl WM Ke BOJM3M YKa3aHHBIX
o6JlacTeil), ¥ aHTOLMAHOBBIX WJIM, HAIPOTUB, HEOKpalleH-
HBIX Y9aCTKOB CO3/jaeT BU3yaJbHbIH OPUEHTHUP [JIs HACEKO-
MBbIX-ONIbLINTeIed. HekoTopble BUABI TaKXKe UMEIOT pacllu-
peHHble 30HbI HAKOILJIEHHS aypOHa, B Pe3yJIbTaTe Yero J0J1
BEHUMKA CTAHOBSATCS IIOJHOCTBIO >KeJTbIMU. WHTEHCHUB-
HOCTb OKPACKH LIBETKA U Y30p MOTYT ObITh IPU3HAKaMH, KO-
TOpble He TOJIbKO MPHUBJIEKAIOT ONBLIMTENEH, HO U BHOCAT
3HAYUTEJNbHBIN BKJIA/] B UX 0T6OP ¥ poja Antirrhinum u, Bo3-
MOXXHO, TaK)Ke B PENPOAYKTHUBHYIO HM30JAIMI0 (U, Cle/ioBa-
TeJIbHO, BUJ006pasoBaHue) (Hodges, Arnold, 1994; Oyama,
2002). dnuaepMuc JenecTka, pacnooKeHHbIH HaJ, HUJIKa-
MU IIPOBOJAILEH CUCTEMBI, IPOHU3bIBAIOILEH JIeNeCTOK, MO-
JKeT OBITh OKpallleH sipue NMPOYMX YYaCTKOB BeHYMKa, op-
MHpysl TaK Ha3blBa€MyH0 «BEHO3HYIO» OKpacKy. SpKocTb
OKpAaCKH 3MUJIePMHUCa, JIeXKalllero Haj KMJIKaMHU, TaKXKe 00-
JlaflaeT HEHYJIeBOM CIOCOGHOCTBIO MPHBJIEKATb OMNbIIH-
TeJlel, a POA0J/KASCh B HEAOCTYITHONW HAOJ/II0AaTe0 BHYT-
peHHel 4acTH TPy6KH, «BeHO3HasA» OKpacKa Kak 6bl HaMeyva-
eT NyThb JBWKeHUs HacekoMoro (Shang et al., 2011).

Antirrhinum majus npeAcTaBJseT KJAaCCUYECKYI0 MOJeJIb
JUIsT U3yYeHUs] Y MOHMMaHUs MeXaHH3MOB (OPMHUPOBAHUSA
NUIMEHTAlUH IBETKOB Y pacTeHUH. MoJieKyIsIpHO-TeHeTH-
4YecKol 0CHOBOHM mosinMop¢u3aMa OKpacku 1BeTKa A. majus
SIBJISIIOTCS] pa3/IM4YHasi 3KCIPeCCHUs UM 0COGEHHOCTH CTpoe-
HUA CcTPyKTypHbIX (CHS, CHI, DFR, F3H, F3’H, F3’5’H, ANS)
U peryasTopHbIX (RZR3-MYB, bHLH, WDR) reHoB $eHHUIITPO-
MAaHOUJHOTO OMOCUHTeTHYecKoro nyTH (Schwinn et al,, 2006;
Shoeva, Khlestkina, 2018; Sannikova, 2020). MyTanuy, Biaus-
I0llMe HAa aKTUBHOCTb yKa3aHHbBIX T€HOB Y JIbBUHOIO 3€Ba,
OXapaKTepHU30BaHBbI JJI51 BCEX 3HAYUMBIX JIOKYCOB, KOAUPYIO-
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IUX BaXKHeH e GepMeHThl MyTH GUOCUHTE3a AaHTOIIMAHOB:
XaJIKOH-cUHTa3y (nivea; CHS) (Sommer, Saedler, 1986), ¢puia-
BaHOH-3-ruJipokcunasy (incolorata; F3H) (Martin etal,
1991), purugpodaBoHon-4-peaykrasy (pallida; DFR) (Mar-
tin et al., 1985), a Take A/ TeHOB aHTOIMAHUJUHCUHTA3bI
(candica; ANS) (Martin etal,, 1991) u ¢s1aBoHOH-3’-THPOK-
cunassl (eosinea; F3’H) (Harrison, Stickland, 1974). Kak npa-
BMJIO, HOKAYT-MyTal[M{ B 3TUX JIOKyCax NPUBOASAT K MOsIBJIe-
HUIO0 HEOKpAlIeHHbIX LIBETKOB UJIY, B C/Iyyae ¢ MyTaluel eo-
sinea, 1BETKOB, NMPOJAYLUPYIOUMX aJbTepHATUBHbIE THUIIbI
a"TonMaHoB (Sommer etal.,, 1985). MyTanuu B peryastop-
HBIX TreHaX O6GbIKHOBEHHO He OTMEHSIOT NMUTMeHTalHIo, HO
M3MEHSIOT PUCYHOK MUIMeHTal U B 1BeTKax: delila (Del, xo-
JUPYIOLMHA TpaHCKpUNLMOHHBIA ¢dakTop bHLH-1) Bauser
Ha NUIMEeHTAlUIo B Tpy6Ke BeHYrKa; Mut - Ha MUTMeHTal |0
B JI0JIIX BEHYHUKA; roseal u 2 - Ha PUCYHOK W UHTEHCUB-
HOCTb MUTMEHTAIMH B JI0JISIX BeHYMKA U TPyOKe; venosa — Ha
NUTMEHTALMIO 3NMHUAepMUca HaJl KUJIKaMH B JJOJISIX U TPYO-
KaX. Ba)KHO OTMeTUTB, UTO MOC/AeHUE U3 YKa3aHHBIX Pery-
JIATOPHBIX T€HOB BJIMSIOT B OCHOBHOM Ha YPOBEHb 3KCIIpec-
CUM TeHOB, aKTHBHBIX Ha MO3JHHUX 3Tanax 6HOCHUHTeTHYe-
cKoro nyTH aHTonuaHoB (Martin et al, 1991; Schwinn et al,,
2006).

['enbl ceMeiicTBa MYB KogupyrOT 3BOJIIOLIMOHHO KOHCEP-
BAaTHUBHblEe TPAHCKPUILMOHHbIE (GAKTOPbI, NPUCYTCTBYIO-
IIMe MOYTH Y BCEX 3YKapUOTHYeCKUX opraHu3mos (Cao etal,,
2020). CemelictBo MYB xapakTepusyeTrcs HannureMm Ha N-
KOHLle OJIHOMMeHHOro KoHcepBaTuBHOro JIHK-cBsi3biBato-
1ero JoMeHa, coaepkaimero 1-3 HemosHbIX moBTopa (R)
anauHod 50-53 aMHMHOKHC/IOTHBIX OCTaTKa Kaxzabld (Du
etal, 2009). Oco6eHHOCTH TMOBTOPOB CJAY>KaT OCHOBAHUEM
151 pasfesieHusi reHoB MYB Ha mojceMeiicTBa. Hanbobmni
HMHTepecC NPU U3y4eHUHU JeKOPATUBHBIX KyJAbTYp MpeJCcTaB-
JISIOT TeHsl nojceMelictBa R2ZR3-MYB, 6esikoBble NPOLYKTHI
KOTOPBIX MMEIOT MOTHUB CIHpaib-noBopoT-cnupanb (helix-
turn-helix, HTH) (Rosinski, 1998; Dubos et al., 2010), no3Bo-
JISIOIUM CBS3BIBATHCS CO CenuPUuIecKoy mocjeoBaTe /lb-
HocThio JIHK u perynupoBaTh akclpeccuio 1iejieBOro reHa.
BakHeHLIMMY TeHaMH, Y4acTBYIOLIMMHU B PETYIALUM MYTH
OGUOCHHTe3a aHTOLMaHOB y Arabidopsis thaliana, sBasATCA
reHbl nogceMeiictsa R2R3-MYB - PAP1 (production of antho-
cyanin pigment 1) u PAP2, u3sBecTHble Takxe Kak MYB75
1 MYB90 cooTBeTCTBEHHO; KpoMe Toro - MYB113 u MYB114
(Koes etal., 2005; Krylova, Mikhailova, 2021). Yka3aHHbIe
reHbl CIOCOOHBI PEryJMpoBaTh MPOAYKIUIO GepMEHTOB KaK
paHHeH, Tak U MO3AHEH CTaJUil GHOCHHTE3a IUTMEHTOB,
B YaCTHOCTH JeruApod IaBOHOIPeAYKTa3bl W aHTOIMAHU-
JUHCUHTA3bl, aKTUBUPYH 3Kcnipeccuto reHoB DFR u ANS co-
orBeTcTBeHHO (Carey et al., 2004; Campanella et al., 2014; Ca-
vallini etal,, 2015). ¥ Tabaka (Nicotiana tabacum L.) ocHOB-
Hasl pOJIb B PETYJISIIIUU S9KCIPECCUU CTPYKTYPHBIX F'€HOB 6GHO-
CUHTETUYEeCKOIro IyTH aHTOLMAHOB OTBOAUTCA reHy ANZ,
cxonHoMy ¢ MYB114 Arabidopsis thaliana (Pattanaik etal.
2010). Y meTyHuH, XapaKTepHU3YWIIEHCcs 3HAYUTEJbHbIM
pa3Hoo6pa3ueM OKpacKy, B TOM YHCJIe Pa3/IMYHbIMU IATTEP-
HaM{ OKpacKH, TaKXKe W3BECTHBI Pery/isiTOpHbIe eHbl NMOJ-
cemerictBa R2ZR3-MYB, oTBevaromue 3a pa3jinuHoe pacmnpe-
JAeseHue nurmenTa: ANZ - nenectku, AN4 - Tpy6ka BeHUMKa
Y NIBLJIBHUKY, @ TaKXKe T'eHbl, OTBeYalollhe 3a OOLUH OTTe-
HOK BEHYHKa W JucTbeB — PHZ (Purple Haze) v DPL (Deep
Purple) (Quattrocchio et al., 1999; Albert et al.,, 2011).

HccnenoBaHusl perysisiTOpHbIX reHoB ceMelictBa MYB
y JIbBUHOTO 3eBa 6epyT cBoe Hadaso B 80-X rofax mpouioro
Beka. M3Ha4a/IbHO UIeHTHGUIIMPOBAHO 6 PAa3IMUHBIX F€HOB
(MYB305, MYB306, MYB308, MYB315, MYB330, MYB340),
KOHTPOJIMPYIOIIUX MeTabosndeckue nyTH. OnucaHHbIe

NpeJCTaBUTENN CeMelCcTBa reHoB MYB nokasblBajJu BbICO-
KYI0 CTelleHb UJEHTUYHOCTH B KOHCEPBATHUBHBIX JOMeHaX.
[TokasaHo, UYTO YpOBEHb IKCIIPECCUU KaK PEryJsTOPHBIX, TaK
Y CTPYKTYPHBIX T€HOB OMOCHHTE3a aHTOLIMAaHOB BO3pacTaeT
B [IpoLecce pa3BUTHUA LBETKA, U, XOTA LIBETKHU IPE/CTABJIAOT
c060M C10KHBIE OPTaHbl C MHOXKECTBOM Pa3JIMYHbIX TKaHEH,
Takas KapTHHA 3KCIPeCcCUH [103BOJIWJIA IPEeATI0NI0XKUTh, 4TO
BblllleyKa3aHHble reHbl MYB y4acTBYIOT B peryJdaLUU Ipo-
1|eCCOB, IPOUCXOAALIMX B 3peJIblX TKaHAX, a He B IpoLeccax,
CBsI3aHHBIX C AuddepeHnManeld caMUX LBETOYHBIX Opra-
HOB (Jackson et al.,, 1991).

CerofiHs1 U3BECTHO, YTO dpakToprl MYB meiicTByIOT He aB-
TOHOMHO, HO COBMECTHO C IIPOJYKTaMHU JPYTUX PeryadaTop-
HbIX TeHOB - bHLH v WD, ¢opmupys kommiekc MYB-bHL-
H-WD. Cneuududeckas posb 6enkoB MYB B ykasaHHBIX
KOMIIJIEKCAX I03BOJIIET CYUTATh, UTO PEeTryJATOPHAsA aKTUB-
HOCTB U clleuPUYHOCTh KOMILJIEKca 60Jiee BCEro 3aBUCUT OT
aKTHUBHOCTH KOHKpeTHOro MYB-dakTopa, BXoAsAIEr0O B €ro
cocTaB (Schwinn et al, 2006). [Tocko1bKY aKTUBHOCTb $aKTO-
poB MYB onpejiesisieT ”HTEHCUBHOCTD M/ WJIX XapaKTep Mpo-
JAYKLMH aHTOIMAHOB, TO PAacTeHUs] MOTYT GBITh 0COGEHHO
YYBCTBUTEJbHBI K KOHLIEHTPAILMM YKa3aHHBIX TPAHCKPUII-
OUOHHBIX ¢akTopoB. Takasg 4YyBCTBUTEJIBHOCTb MOXET
CIOCOGCTBOBATh AyOJUMPOBAHHUIO 3THUX T'E€HOB, a 3aTEM U UX
3BOJIIOIIMOHHOMY DPACXO0XK/I€HUIO, CIOCOOCTBYIOLEMY MOSIB-
JIEHHI0 Bapualui B MHTEHCUBHOCTH U IIAaTTepHE OKPaCKU
B PaCTUTEJNbHBIX TKaHAX. M3yuyeHHe QyHKIMOHAJIBHOHN aK-
TUBHOCTH Ka)k/10r0 KOHKPETHOI'0 TPAHCKPUIIIMOHHOTO daK-
TOpA, a/I/IeJIbHOT0 Pa3HO06pa3ns KOAUPYIOLUIMX TeHOB M03-
BOJIUT B XO/le CeJIeKLIUOHHOTO0 IpolLiecca BO3/1eCTBOBATh Ha
reHbl TOYEYHO, 0JIy4as yHUKaIbHble GeHOTHUIIbI.

Komniekc MYB-bHLH-WD peryavpyeT MHTEHCUBHOCTb
Y XapaKTep paclpejie/leHds aHTOLMAHOBOW MUIMeHTaluU
B pacTeHHUAX NOCPeACTBOM KOHTPOJISA TPAHCKPUIILUU T€HOB,
KOJUpYIIIUX (pepMeHTbl NMyTH OUOCHUHTE3a aHTOLUAHOB.
Ananu3 MyTaHTOB A. majus nokasaj, 4TO aHTOLMAHOBasA
OKpacka KOHTPOJIMPYETCs Yepes3 PeryJsiiiuio reHoB GpruHalb-
HOW YacTH MyTH, HAa4MHad c reHa F3’H, koaupytoliero ¢JiaBa-
HOH-3-rupokcuaasy (Martin et al.,, 1991) (pucyHok).

Ha faHHBIA MOMEHT M3BECTHBI I'eHbl, KOJAUPYIOIIUEe BaX-
Helmue R2R3-MYB-cBsizaHHbIe TPAaHCKPUIIIMOHHBIE GAKTO-
pbl, aKTUBHble B IBeTKaxX A.majus, a umMmeHHo: ROSEAIL,
ROSEA2 v VENOSA (Schwinn et al, 2006).

AHanu3 $eHOTUIIOB MOKa3asl, YTO ITU I'eHbl BAUSIOT Ha
MHTEHCUBHOCTD U XapaKTep NPOAYKIMY aHTOIL[MAHOB B I1BET-
kax. Kaxx/blii U3 reHOB NPUBOAUT K Pa3/IMYHOMY IPOSABJIe-
HUIO0 aHTOLIMaHOBOM nmurMeHTanuu. ['ensl ROSEAI u ROSEA2
BXOJAT B COCTaB CJIOXKHOTO JIOKYCA, YJIeHbl KOTOPOI'0 TECHO
CBSI3aHbI JIPYyT C ApyroM (5,4 ThicS4 map OCHOBAaHUH MeX[Iy
X KOAUPYWI[UMH 00JIAaCTIMH) U 06eCleYynBalOT OKPACKY
Bcero BeH4yMKa. ['eH VENOSA akcnipeccupyeTcsi He3aBUCMMO
oT reHoB ROSEA1 u ROSEA2 v oTBedvaeT 3a 60Jiee TEMHYIO
OKPACKy »KMJIOK, OTIMCAHHYIO Bblllle. YKa3aHHbIe I'eHbl TAKXe,
MoA0GHO CBOMM OPTOJIOTAM Y apabu/IoICcHca, JeHUCTBYIOT
coBMecTHO ¢ reHaMu bHLH (DELILA, DELILA-like » MUTABILIS
(INCOLORATA I) n daxktopom WD (Schwinn et al.,, 2006).

AxtuBHOCTE VENOSA 1 ROSEA2 v36bITOYHA 110 OTHOLIIe-
HUIO K aKTUBHOCTU ROSEA1, nockosbky ¢penorunsl VENOSA
1 ROSEA2 Hab/0JaTuCh TOJBKO Y MyTaHTOB rosed. ROSEA1,
TakKUM 06pa3oM, BEpOSITHO, 3MUCTATHYEH 10 OTHOLIEHHUIO
K [pyT'UM 4JIeHaM ceMeicTBa. [loMHMO onMcaHHBIX BbILIE Te-
HOB cerofHs usydeH ren ELUTA, Taxxe NnpuHaJIexKallUun
k ceMencTBy R2ZR3-MYB, nposyKT KOTOpPOro npensTcTByeT
GMOCHHTE3y aHTOLIMAHOB, BO3/JeHCTBYS Ha reHbl, KOAUPYIO-
1iye 3J1eMeHThI peryjasTopHoro komiuiekca MBW. ELUTA no-
JlaBJIsieT 3KCIpeccuio reHoB bHLH v o6GecrniedyrBaeT pa3BUTHE
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PucyHok. IlyTb 6MOCHHTe3a aHTOIMAHOB y Antirrhinum majus L.

YkasaHblI KJII04eBble Cy6CTpaThl U GepMeHThI, B ToM uncie: CHS - xankoHcruHTa3a; CHI - xaikoH u3oMepasa;

F3H - ¢psaBanoH-3-rugpokcunasa, F3'H - ¢psaBonoug-3’-ruapokcuiasa, DFR - auruapodiaBoHos-4-peiyKkTasa;
ANS - aHTOLIMAaHUMHCUHTA3a, @ TaK)Ke TeHbl, KOAUPYIOLMe yKa3aHHble 6eJIKH ¥ IbBUHOTO 3eBa. TakKe Ha pUCYHKe

NpUBeJIeH PeryasaTopHbId koMiiekc MBW, nnpe/icTaBieHHbIN TPaHCKPUIIIIMOHHBIMU pakTopamu ceMeiicTB bHLH

(DELILA, MUTABILIS (INCOLORATA I), DELILA-like), R2ZR3-MYB (ROSEA1, ROSEA2, VENOSA) u 6enxom WDR.
Kommiekc MBW akTUBHpyeT TPaHCKPUILMIO FeHOB, KOJUPYIOIUX GepMeHThl No3/jHel cTaauu GpeHUINponaHouJHOTO

OGUOCHHTETHUYECKOTO IIyTH, HaurMHas ¢ reHa F3H(INCOLORATA 1I) (moauunuposano no Delgado-Vargas et al., 2000)

Figure. Anthocyanin biosynthesis pathways in Antirrhinum majus L.

Key substrates and enzymes are indicated, including: CHS, chalcone synthase; CHI, chalcone isomerase; F3H, flavanone-3-
hydroxylase, F33H, flavonoid-3’-hydroxylase, DFR, dihydroflavonol-4-reductase; ANS, anthocyanidin synthase, and the genes
encoding the abovementioned proteins in snapdragon. Also shown is the MBW regulatory complex represented by
transcription factors of the bHLH (DELILA, MUTABILIS (INCOLORATA I), DELILA-like), R2ZR3-MYB (ROSEA1, ROSEA2,
VENOSA) families and the WDR protein. The MBW complex activates transcription of genes encoding enzymes
of the late-stage phenylpropanoid biosynthetic pathway, starting with the F3H(INCOLORATA II) gene
(modified according to Delgado-Vargas et al., 2000)

cnenudHUYECKON OKPACKU «ObIYHMH TJ1a3» — BEHYUK JIMIIEH
OKPAaCKH, B TO K€ BpeMsl Ha JINLeBOU CTOPOHE I[BETKA, B 00-
JIACTU CpacTaHUs I'y0 BEHYHMKA, COXPAHSAETCS MUIMeHTHPO-
BaHHBIN yyacTok (Albert et al. 2021; Moss et al., 2024).
Kpome Toro, ynomsHytele bHLH-pakTopsr MUTABILIS
(INCOLORATA I) u DELILA oxa3bIBalOTCs MOJHOCTBIO U30bI-
TOYHBIMU B JIENECTKAaX, MTOCKOJIbKY OAWH MOXET BIIOJIHE
KOMIIEHCHPOBATh OTCYTCTBHE Apyroro. TeM He MeHee He-
KOTOpble UX B3aMMOJ€MCTBUSA C YieHaMu ceMeicTBa MYB
MOTYT ObITh CHelUPUIECKUMH WU NPeANOYTHTETbHBIMU.
B yacTtHOCTH, B enecTkax ROSEAZ B3auMoZieliCTBYeT, 10-BU-
numomy, Tonbko ¢ DELILA (Schwinn etal, 2006). [lo3guee
OB OTKPBIT ellle OJIUH 4JieH ceMelcTBa ¢pakTopoB bHLH -
DEL-like. AKTHUBHOCTH ¢akKTOopa HJEHTHYHA TaKOBOH
y DELILA, Ho, B 0T/IM4Me OT MOC/Je[HEro, oCTUraeT MaKCcu-
MaJIbHBIX 3HAaYeHUH He B JUCTaJbHON 4acTH BeHYHUKA (B Tak
Ha3bIBaeMBbIX /I0JI5X), @ B IPOKCHMaJILHOU ero 4yacTH (B TpyoO-

ke BeHuHKa) (Albert et al,, 2021). Usyuenune rena DELILA, xo-
JUPYIOLero OCHOBHOW CIIMpPa/IbHO-NIET/IEBOW TPaHCKPUIILU-
oHHbIA dakTop (bHLH) sibBUHOTO 3€Ba, HEOOXOUMbBIHN J1J1s
AKTHUBALMU IKCIPECCUU MO3JHUX OMOCUHTETUYECKHX F'eHOB
(Bxstrouas F3H, DFR, ANS u UFGT) B Tpy6ke BeHunKa (Good-
rich et al., 1992; Martin, Gerats, 1993), npuBeJio K OTKPBITHUIO
CXOXKUX 3aKOHOMEPHOCTEe!N B3aMMOJENCTBUSA PEryJITOPHbIX
reHOB Y IPyTUX PaCTeHUH.

Ha ocHoBe Mosieky1ipHO# XapakTepucTuku reda DELILA
OBIJIO TOKA3aHO, YTO CXO/HbIe TeHbI BIUSIOT Ha BBIPAGOTKY
AHTOLIMAHOB W Y APYTHX JBY/IOJbHBIX PAaCTeHHH, HallpuMep
y netyHuu (Petunia Juss.). Y meTyHUH ObIJ ONKCaH KOMIIJIEKC
MBW - AN2/AN1/AN11 (Hichri et al,, 2011), B koTopoMm s
aKTHBALMU OMOCHHTE3a AaHTOILMAHOB YNOMSIHYTBIA paHee
6esnok AN2 B3anmopeiictByeT c bHLH-6enxom AN1 u 6estkom
AN11, conepxamum WD-noBTop (Spelt et al., 2000). Jpyroi
o6HapyXeHHbIH B reHoMe netyHuu bHLH-6es10k, JAF13, Tak-

218

TPY/IbI 110 TPUKJIAZJHOM BOTAHUKE, TEHETUKE U CEJIEKLIMH /

PROCEEDINGS ON APPLIED BOTANY, GENETICS AND BREEDING. 2025;186(1):210-223



Barabanov L.V, Vasilieva M.V,, Anisimova LN., Rakhmangulov R.S.

. 186 (1),2025 o

»Ke B3auMozelicTByeT ¢ AN2, Ho JAF13 He crioco6eH KOMIIEH-
cupoBaTh 3PPeKThl MyTallMyd U MO3TOMY BpPSJ JU MOXKET
OBITh HEITOCPE/ICTBEHHO BOBJIEYEH B PETYJISAIMI0 TPAHCKPHUII-
MU TeHOB OuocuHTe3a aHTounuaHoB (Quattrocchio etal,
1998; Spelt et al.,, 2000). Y pacteHui apabugoncuca uJjeHTH-
¢dunmpoBaHo Tpu GpakTopa TpaHCKpUNUU ceMericTBa bHLH,
Yy4acTBYIOLIUX B MO3UTUBHOH PETyJsIiMM OMOCHHTE3a aHTO-
nuaHoB: GL3 (Glabra 3), EGL3 (Enhancer of Glabra 3) u TT8
(Transparent testa 8). YkazaHHble GaKTOpbI 06/1aJAI0T KOM-
IJIEKCHBIM JIeCTBHEM, IOMUMO Y4acTHs B CHHTEe3e MUTMeH-
TOB OKa3bIBAIOT BJIMSIHHE TaKXKe Ha pa3BUTHE TPUXOM, ce-
MEHHOH KOXyphbl. B reHoMe apabuzoricuca o6Hapy»eH Tak-
ke ¥ reH TTG1, kopupytomuii 6esok WD (Walker et al., 1999).

HecmoTpst Ha To 4TO peHU/IIpPONaHOUHbIH GUOCHHTe-
THUYECKUH MyTb XOPOIIO H3y4YeH, yCTAaHOBJIEHBI KJIOYeBble
¢depMeHTHI U GpaKTOPBI, OCYIIECTBISIOLIME PETYASUI0, MO-
JIEKYJIIPHO-TeHeTH4YeCKHe OCHOBBI Pa3/MYUM B UHTEHCHB-
HOCTH, OTTEHKe U IaTTepHe OKPACKU HYXJAKTCA B JlaJb-
HellIeM yTOYHEHUH [JIs1 KO¥KJJ0T0 KOHKPETHOro GpeHOTHIIa.

W3y4yeHre reHOB, KOHTPOJHUPYIOLIUX OKPACKy BEHYHKA —
BaXKHel1Iero gpakTopa eKOPaTUBHOCTH KPACHUBOILBETYIIINX
KyJbTYD, IO3BOJIUT YCTAHOBUTB ['€HETUUECKYI0O OCHOBY MEX-
COPTOBBIX U MEXBU/IOBBIX PA3/J MUK 10 JAHHOMY IIPU3HAKY,
MeXaHHU3M UX BO3HUKHOBEHHS.

BimsiHMe MOGHU/IbHBIX TeHETHYECKUX 31eMEeHTOB

OZHUM M3 MCTOYHUKOB I'€HHBIX MyTallM{ B paCTUTEJb-
HBIX OpPraHU3Max SIBJASIOTCS MOOUJIbHBIE 3/IEMEHTHI (TpaHC-
MI030HBI, PETPOTPAHCIIO30HbI). BhlIllle y2ke ymoMUHAIUCh 3¢-
beKThl, 0Ka3bIBaeMble MOOGUIbHBIMH 3JIEMEHTaMH Ha TOMEO-
3HCHBIE TeHbl, TAK)XKe UMeeT MeCTO BJIHSHME Ha TeHbl, OTBe-
yariue 3a okpacky. PeHorunudeckuit 3P eKT BCTaBKHU
TPaHCII030HA 06GBIKHOBEHHO CBSI3aH C JleaKTHBalMel reHa u,
B CJIyyae reHOB, aCCOLIMMPOBAHHBIX C 6OCUHTE30M NMUTMEeH-
TOB, OTCYTCTBUEM OKpACKH. VI3BeCTHO, YTO TPAHCIO30HBI
Tam1, Tam2, Tam3, BcTpauBasichb B pa3/IM4YHble JOKYChI [€HO-
Ma A. majus, BbI3bIBAlOT M3MEHEHHe paclpejie/leHUus Iur-
MEeHTA WJIH 3Ke ero oTcyTcTBUe (Martin et al,, 1985; Hehl et al,,
1987; Sommer et al., 1988). Hanpumep, BcTaBKa TpaHCI030-
Ha Tam1 B npoMoTopHyto o6sacTek NIVEA (reHa, KoAUpyIo-
mero ¢epMeHT XaJKOH-CHHTa3y) NpeAoTBpallaeT ero 3Kc-
IpeCccHrio, TPOBOLUPYS Pa3BUTHeE GesIbIX I{BETKOB. JKCIIU3UU
TPAHCII030HA B COMAaTHYECKUX KJIETKax NMPUBOJAT K BOCCTa-
HOBJIEHUI0 QYHKIMU TeHa - B 3aBUCUMOCTH OT TOMOJIOTMH
3KCLU3UH Ha HEOKpaLIeHHbIX [[BETKAX PAa3BUBAIOTCS M0JI0ChHI
U NATHA, Hecylue nurMeHT (Sommer et al.,, 1985, Rakhman-
gulov etal, 2022). 'u6pu/bl, mosydyeHHbIe NPU CKpelrBa-
HUU MYTAHTHBIX PAaCTEHUH C paCTeHUsIMHU AUKOTO THUIIA, OKa-
3bIBAJINCh PEHOTHUIUYECKH CXOAHBIMH C AUKUM THIIOM, TO-
r/la KaKk paCcTeHUs OT CKpell[MBaHUN C HOCUTEISIMU HEaKTHUB-
HOTO aJsljlesisi nhiv XapaKTepU30BaJUCb HEOKpalleHHbIMHU
nBeTkaMHu (Schwarz-Sommer et al,, 2003a).

[IpuBesieHHBIE BbIlIE Pe3yJbTAThl ONBITOB MOKA3bIBAIOT,
YTO MyTalusl, BbI3BaHHas BCTpPaMBaHWEM TPAHCIO30HA
Taml B ren NIVEA, HacienyeTcs IO peLeCCUBHOMY THUILY.
[lofo6HOe BCTpauBaHMe ONHUCAHO TaKXe M JAJs JIOKyca
PALLIDA. ViccnenoBaTe/iiMU OTMeYaeTCsl BBICOKOE pa3HOo06-
pa3ue GeHOTUNHUYECKUX MPOSIBJEHUHM BCTpaWBaHHUs TPaHC-
[I030HA - MOTYT GOPMUPOBATHCS 6J1eJHO OKpallleHHbIe U He-
OKpallleHHble BEHYHKH, [[BETKH, UMEIOIINe KOJbIEBYIO ITHUT-
MEHTAIMI0 B OCHOBAHUM TPYOKM BEHYHKa, MSITHUCTbIE BEH-
yuku (Harrison, Fincham, 1964). Tpancnosoxn Tam1 croco-
OeH TakKXe BCTpauBaTbCcsi B Jiokyc INCOLORATAII,
IPOBOLUPYS Pa3BUTHE LBETKOB ILBETA CJIOHOBOH KOCTH
C KOJIBLIOM 0JIe[HO-KpaCHOW NHUTMeHTalMd y OCHOBAHHUSA
TPyOKM BeHYMKA M OTTEHKOM NMIMEHTa Ha JenecTkax. Ha

HEKOTOPBIX BEeHYHMKaX UMEIT MeCTO JUCKpeTHble KpacHble
NATHA WK ceKTopa. MyTanuu pal v incolorata 4yBCTBUTEb-
HBI K TeMIlepaType, Ipu TeMnepatype 15°C oHU IpOUCXOAAT
¢ 6osbLIel yacToToH, ueM mpu 20°Cu 25°C (Hehl et al., 1987).
TpaHcno3oH Tam2, BcTpauBasich B reH, Kogupyouui bHL-
H-nomo6HbIi 6eok DELILA, cioco6eH BbI3bIBATh MYTaIHI0
del-602, xapaKTepU3yOLIYIOCsS OKpalleHHbIMH JIelleCTKaMu
1 6esioll Tpy6KoH BeHurKa. TpaHcno3oH Tam3 MoxeT BCTpa-
MBaTbCsl KaK B CTPYKTYpHble I'eHbl (pEeHUJINPONaHOUHOTO
6uocHHTeTHYeCKOro myTH (PAL), TaKk ¥ B TOMEO3UCHbIE FeHbl
(FLO) (Coen etal, 1990). [lpyrue TpaHCIO30HBI, CBSI3aHHbIE
c romMeo3ucHbIMU reHaMu (Tam10, Tam12), onvcaHbl BhbILIe.
Kpome Toro, BctaBka Tam3 MoxeT NpoBOLUPOBaTb pa3BU-
THE JINCThEB JKeJTOBATOT0 UM 0JIMBKOBOTO OTTEHKA (MyTa-
uus olive-605) (Sutton, 1988). Tpancno3zon Tam4 mo cTpoe-
HUIO cxozieH ¢ Tam1 u Tam?2 - UMelT cX04Hble UHBEPTUPO-
BaHHbIE TNOBTOPLI 4YyTh MeHee 15 HYK/JI€OTHAOB JJHWHOMN
Y TOMOJIOTUYHBIE YYaCTKU AJUHOW okosio 700 map ocHoBa-
HUH. IQPEKT OT BCTAaBKHU U Hocaeayoeld skcuusud Tam4
CXOJIeH C TAaKOBBIM Yy HNPOYHUX TPAHCIIO30HOB - MyTalus
niv600, BbI3BaHHAsl BCTABKOM, M0 CBOUM (PEHOTHUIIUYECKUM
NpPOSABJIEHUSAM CXOJIHA C ONMCAaHHOM Bbllle BCTAaBKOM TpaHC-
no3oHa Tam1 B ToT ke siokyc (Martin, Gerats, 1993).

PaccMoTpeHHBIe BbIlle MyTallMy U TPAHCIIO30H-aCCOLU-
MpOBaHHbIe MyTallMH BOOGIIe IOKA3bIBAIOT BBICOKYIO HECTa-
OGUJIBHOCTb. B MOTOMCTBE OT CaMOOIBLIEHHS MyTaHTHBIX
pacTeHUU NPOSBASAETCA KaK POAUTENbCKUN NATHUCTBIA de-
HOTHII, TaK U GoJsiee CTaGUJIbHble Oesible U OKpallleHHbIe
(c pas/IMYHOM MHTEHCUBHOCTBHIO OKPACKH) BeHUUKHU. HeTou-
Hasl 3KCLIU3Ms TPAHCIIO30HA MOXKET OCTABJIATH B I10C/Ie/I0Ba-
TEeJBbHOCTH CJIe/i AJIMHOM B HECKOJIBKO Nap HYKJIeoTH/0B. Ta-
Kasi MyTalusl yXe sIBJseTCs CTabUJIbHOW W Hac/leayeTcs
B psAAy NIOKOJIeHUH. B KayecTBe npumepa MOXHO IPUBECTHU
OMMCAaHHYI0 Bblllle MyTanuto delayed terminal flower B rene
CEN (Cremer etal,, 2001).

M3yyeHrne MOGU/IBbHBIX 3JIeMEHTOB IpeJCTaBJAseT WH-
Tepec C TOYKHU 3peHUs] U3yYeHUs] MeXKJIETOUHBIX B3aHMO-
JleCTBUH, UCNOJIb30BaHUsl TPAHCIO30HOB B KavyecTBe JJHK-
30H/IOB, CO3/IaHUSI XUMep, CTAOUJIbHBIX U HECTAOUJIbHBIX
MYTaHTHBIX JUHUH. IMEHHO c TOMOIIbI0 MeYeHbIX TPaHC-
MI030HOB ObLJIY BbISIBJIEHBI ONMCAHHbIE BbIlIe [eHbl, KOHTPO-
JIMpyIoliye pa3BUTHeE IIBETKA.

3akJ/iloueHue

Biiarogapsi cBoeil HeNmpUXOT/IMBOCTH, 60TaTOMy pa3HO-
o6pasuio ¢opM U paclBeTOK, KPYITHOMY LIBETKY U ObICTPOMY
Pa3BUTHIO, JIbBUHBIN 3€B CHUCKAJI GOJIBILIYIO MONY/IPHOCTD
Cpeit y4eHBIX-O0TAaHMKOB M OCHOBaTeJsell reHeTHKH. B apy
MOJIEKYJISPHON GUOJIOTUU JIbBUHBIM 3€B MPHUOOPEJ CTATyC
MOZieJIbHOTO 06'beKTa. Bkas A. majus B mepBble KcCeL0Ba-
HUS, TOCBSIL|EHHbIe MOGUJIbHBIM 3J1eMeHTaM, — IePBBIH U30-
JINPOBaHHBIM TpaHcno3oH (Taml), mepBble HccleJOBAaHUS
reHOB, KOHTPOJIMPYIOIIMX HOpMaJbHOe pa3BUTHE IBeTKa
U COLBETHS, — HeolleHUM. CerojHsi, OJJHAaKO, JbBUHBIN 3€B
MoJIBeprcsl He3acJay>KeHHOMY 3a6BEeHHI0 - MUK HHTepeca
K KyJIbType NPUXOAUTCA Ha nepuoj ¢ 80-X rofoB NpoOILIOro
BeKa 10 cepeiNHbI HyJIeBbIX I'0/j0B. CerosHs reHoM JIbBUHO-
ro 3eBa M0JIHOCTbIO CEKBEHHPOBAH U aHHOTHUPOBAH, YTO JlaeT
CTUMYJl JaJbHEUIIMM HccaefoBaHUsAM. Ha cerogHsamHun
JleHb U3BECTHBI I'eHbl, KOAUPYIOI[ie BCe OCHOBHbIE NPU3HA-
KM, obecrnevyuBawlLiyie JeKOPAaTUBHOCTb JbBUHOTO 3€Ba, -
$opMy JIMCThEB, THI U XapaKTePUCTUKHU I[BETKA U COLBETHS,
OKpacKy BeHUYMKa. 3BeCTHO, 4TO 3HAYMTe/bHasl YacTb pas-
HOOGpa3us CBsI3aHA C BCTpaMBaHUEM B I10CJeJ[0BATETbHO-
CTH TeHOB MOGUJIbHBIX 3/IEMEHTOB (TPAHCIO30HOB), KOUMU
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nsobuayet renom A. majus. [locneaymwoiiee Bolpe3aHue TpaH-
CII030HOB TaK)Xe OKa3blBaeT BJUSHHE HAa QEHOTHUI, MOXKeT
MPUBOAUTH K GOPMUPOBAHUIO YCTOHYMBON MYTaHTHOH JU-
HUM. B TO e BpeMsl MHbIe IPUYUHBI, 06ecredrBaoLiye Mo-
JMMOpHU3M paclBeTOK BeHYHKa, HAPUMep TaKHe Kak Je-
Jlelluy, UHCepLHH, OJAHOHYKJIEOTUJHble 3aMeHbl B TeHaXx,
CBSI3aHHBIX C OKPACKOH I|BeTKa, He UIeHTUULUPOBaHbL. CH-
Tyalusi UAeHTUYHA U JIJIs1 UHBIX YIIOMSAHYTBHIX B 0630pe re-
HOB.

Ba)xHO OTMeTHUTB, UTO 4aCTb LIBETKOB XapaKTepU3yeTcs
CUJIBHBIM CJIQJIKUM apoMaTOM, MHble >Ke JIMLIEHbl 3alaxa.
Apomar - BTOpOCTeNeHHbIH, HO 3Ha4MMbI} IPU3HAK JleKopa-
THUBHBIX KYyJbTYp, OJHAKO HWCCJIe[J0BaHHUA, IOCBALIEHHbIE
JlaHHOM TeMe, BeCbMa HEMHOI'OYHCJIEHHBI.

JlanbHelllee U3y4eHHE a/lIeJIbHOTO pa3HOOOpasus re-
HOB, KOAUPYIOIHUX OCHOBHbIE pepMeHThI QeHUINPONaHOU-
HOT0 6HOCUHTETUYECKOT0 Y TH, PEryJIsiTOPHBIX T€HOB, aCCo-
LMMPOBAHHBIX C HUM, a TaKXe TeHOB, KOHTPOJIMPYIOLUX
HOpMaJ/IbHO€ pa3BUTHE LBETKA U COLBETHUS JIbBUHOI'O 3eBa
KaK MO/IeJIbHOI'0 06'beKTa, M03BOJIUT BbIIBUTh MEXaHHU3MbI
BO3HHUKHOBEHMUs OJIMMOp$HU3Ma, pa3paboTaTh Ha UX OCHOBE
MEeTOAUKHU peJaKTUPOBAHUSA U MPUMEHATh UX B TOM 4YHCJIe
Y Ha JpyrUX JeKOPaTUBHBIX KYJbTYpax, 10J1y4as BbICOKOZe-
KOpaTHBHBIE COPTA € 33laHHBIMU XapaKTepUCTUKAMHU.
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