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FTOMEOTWYHI TEHW TA IXHS POJIb
Y ®OPMYBAHHI 03HAK MOP®OJIOTI
B MLWEHWLI
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Haesedeno ingopmauiro npo ocHoHi poounu 2omeomut-
HUX 2eHié pocauH, cnocodu pezyasauii ixHvoi akmueHocmi
ma poav y mopgoeenesi. 062060peHO poab GI0OMUX 20MeO-
MUYHUX 2€HI8 Yy PO3GUMKY NUIeHUUI, a MaKoldc IMOGIDHY
YHACMb 20MEOMUYHUX 2eHi8 Y hopMY8aHHi OCHOBHUX O3HAK
Moponoeii yboeo euoy.
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Bu3HaYeHHS rOMEOTUYHMX reHiB

MopdoaoriyHe pi3HOMaHITTS, 1O CIIOCTepira-
€TbCs cepell 6100riYHUX BUIIB, € HACIIAKOM CTBO-
peHHSI HOBUX a00 3MiH BX€ iCHYIOUMX IIUISIXiB
po3BUTKY opraHizmy [1]. IIusaxy po3BUTKY SIBJISI-
I0Th CO0O0I0 MepexKy B3aEMOIiil OiNKiB, sIKi 3me-
OLIBIIOTO € TPAaHCKPUIILIMHUMU (DaKTOpaMu.
Hyrmikailiss TeHiB, 110 KOAYIOTh 1Ii OUIKM, i mo-
Janpllla 3MiHa ITapaJOriYyHMX KOMiil HaZaloTb
MOXJIMBOCTi J0 TMEPEeTBOPEHDb IIUISAXIB PO3BUTKY
[2]. B ocranHiit uBepTi XX CTOPiY4sl HA MOJEJIb-
HOMY reHeTUYHOMY 00°ekTi Drosophila melanogaster
OyJ10 BiIKpMTO T'€HU, 3MiHMU B eKCIIpecii abo Io-
CJIiIOBHOCTI SIKMX ITOPYILIYIOTh TOMEO31C OpraHi3My
yepe3 30ii1 y cieundikalii opraHis (Tak 3BaHa ro-
MeoTu4yHa TpaHcgopmairis). i renu Oy1o Ha3BaHO
romeotnyHuMHM [3]. Ha cboromHimiHiii 1eHb I10-
Ka3aHo, 10 BCi MOp(OreHeTHYHi IpolecH SIK B
LIapCTBi TBapuWH, TaK i B LIAPCTBI POCIMH 3HAXO-
IOSTHCS ITiI KOHTPOJIEM TOMEOTUYHUX TeHiB [4, 5].

Y pOCIMH TOMEOTHYHi TeHW € KITIOYOBUMU
IIpY BU3HAYEHHI MOPQOIIOTii BEreTaTUBHUX i Te-
HEepaTUBHUX OpraHiB cnopodiTiB, a TaKOX rame-
toditiB. OTXe, IOCIiIKEeHHSI 03HAK MOpdOoIorii
POCJIMH BUBOJMUTDL HAC HA TOMEOTUYHI TeHU i Bifl-
KPUBA€ MOKJIMBOCTI TSI BUBYEHHS TIeBHUX (DyH-
JaMEHTAJBHUX 1 MPUKJIaJHUX MUTaHb, TaKUX K
MMOXOMXKEHHSI Ta €BOJIIOLIS CIIOPiMHEHUX BUIIB,
CTBOPEHHS MOP(OJIOTIYHOIO Pi3HOMAHITTS cepe/,
POCJIMH Pi3HMX TaKCOHIB Ta iH. O3HaKu Mopdo-
JIOTii pociinH 0e3MocepeaHbO OB’ sI3aHi 3 IXHbOIO
MMPOAYKTUBHICTIO Ta CTIMKICTIO 0 CTPECOBUX (paKk-
TopiB moBKimIs [6—8]. KpiM Toro, ix JaBHO BUKO-
PUCTOBYIOTH $SIK TEHETMYHI MapKepH, 30KpeMa B
MIIeHULI JesIKi XpOMOCOMU MapKOBaHi reHaMMu,
IO KOAYIOTh 03HaKu MopdoJorii [9—14]. Hacam-
KiHEIlb, pPO3YMIiHHS CIIOCO0Y peaizaiii (peHOTH-
Iy SIK pPe3yabTaTy eKCIIpecii TOMEOTUYHUX T'eHiB
Ta B3a€EMOIl IXHIX IIPOAYKTIB 3 iHIIMMM T'€HAMU
YY IXHIMM MIPOAYKTaMU IIPOJIMBAE CBITJIO Ha Me-
XaHi3MM MiXajieJIbHOI Ta Mi>KITeHHOI B3aEMO/Iii Ha
PiBHIi B3aEMO/Iii OITKOBMX MOJIEKYJI, SIKi € TPaHC-
kpunuiitnumu dakropamu, 3 JHK Ta iHmmmn
OiTKoBMMM MoJieKynamu [15].

Broponosx ocranHix 20 poKiB TOMEOTHUYHI Te-
HU OyJ0 BUOJICHO i3 HM3KMW BUAIB pocauH. Ha
CBOTOIHI HaMOiNbIlIE BiZIOMOCTEH IIOLO TOMEO-
TUYHUX TE€HIB POCMH 3i0paHO Ha TaKUX MOJE/b-
HUX o0’ekTax, SK Arabidopsis thaliana ta Antir-
rhinum majus [16—19], a TakoxX KyKypym3u Zea
mays. Ilepimii Takuii reH, knotted 1, Oyio imeHTH-
(ikoBaHO i BUIiIeHO caMe Ha KyKypya3iy 1991 p.
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3aBISIKM MyTallil i3 HaOYTTsIM (DYHKIIiT (Tak 3BaHa
gain-of-function MyTailisi), CipuUMHEHO1 iHCep-
i€ Ds TpaHCIIO30HA Y PETYISITOPHY AiISHKY Te-
Ha [20]. Hapasi crama 3’saBastuch iHdopMalis
11010 JIoKai3allii, KJlacuikaliii Ta yJyacTi B KOH-
TpoJIi 03HAaK MOP(OJIOTii TOMEOTUYHUX T'€HiB i 1151
npeacTaBHUKIB migrpuou Triticenae [21-26]. Te-
HETUYHUI KOHTPOJb 0OaraTboX MOpP(POJOTiuHUX
O3HaK MIIEHUII BCTaHOBIeHU [12], mpoTe moci
HEMAa€ BiIOMOCTEN 1010 MOJIEKYISIPHUX MEXaHi3-
MiB, SIKi JIe3KaTh B OCHOBI peaJtizaliii pi3HuX (peHo-
TUMiB. )11 TaKUX BiIHOCHO CIIOPiZHEHUX IIIIe-
HULI BUAIB OMHOIOJBHUX, SIK PUC, KYKypyA3a Ta
SIMMiHb, TTOCTYIOBO HAKOMUYYIOThCSA AaHi 1I10A0
y4acTi TOMEOTUYHUX T'eHiB 200 TPaHCKPUMILITHHNX
¢akTopiB, MOB’A3aHUX i3 HUMU, Y (DOpMYBaHHi
neBHux ¢eHotuniB [27—31]. CUHTEHisI TeHOMIB
3raJlaHuX BU/IB Ta IMIIEHUIli, a TAKOX KOHCEepBa-
TUBHICTb MEXaHi3MiB BHU3HAYEHHSI apXiTeKTYpU
BEreTaTMBHUX i FeHEPaTUBHUX OPTaHiB € MiATIPyH-
TSIM [J1s1 Tiepea0adyeHHsT PoJii TOMEOTUUYHUMX I'eHiB
y (bopMyBaHHi 03HaK MopdoJorii miueHui [32,
33]. MeTol0 HaIIOro OMISIAY € y3araalbHUTH BilO-
MOCTi TpO POJb TOMEOTUYHUX TE€HiB POCIUH
B PO3BUTKY O3HakK Mopdosorii mepur 3a Bce
y NpeAcTaBHUKIB pony Triticum L. byne KopoTko
OIJISHYTO OCHOBHI T'€HM Ta MyTallil IMIIeHULi, SIKi
€ 200 MOXYTbh OyTH TTOB’sI3aHi B SIKilich Mipi i3 ro-
MEOTUYHUMU TeHAMM, IO eKCIIPECYIOThCSI B Me-
pucTemax.

Knacudikalis roMmeoTMyHux reHiB pocnnH

Bigomi H1HI rOMEOTHUYHI FeH! POCIMH Kacui-
KOBAHO B 3aJIEXKHOCTI BiJl iXHbOI OyJ0BU Ta 3p00-
JICHOTO TMPUITYIIEHHS 11100 €BOJIOLIHHOTO MOo-
XOJI)KeHHSI 1IUX TeHiB [34—40].

Tomeobokc-emichi eomeomuuni eeHu KOIYIOTh
OiKH, sSIKi € TpaHCKPUIILIKHUMMU pakTopamu [20]
i3B’s13y1o1h JIHK 4yepe3 xapakTepHy TpPeTHUHHY
CTPYKTYpPY, YTBOPEHY MOTHUBOM «CHipaib—IOBO-
por—ciIipaiib». LIs cTpyKkTypa Ha3MBaETHCSI TOMEO-
JIOMEHOM, CKJIamaeThbes i3 60 a.K.3. (aMiHOKHUCIIOT-
HUX 3aJMIIKIB) i € IyXe KoHcepBaTUBHOMWO. ITo-
chifnoBHIcTh i3 180 M.H., 110 KOAYE TOMEOIOMEH,
Ha3uBa€eThcst romeobokce [3]. Ha ocHoBi momi6-
HOCTI MOC/iJOBHOCTE TOMEOIOMEHIB Ta 3a HasIB-
HICTIO TUITOBUX KOJIOMEHIB B OLJIKiB, 1110 KOIYIOTh
TOMEOTMYHI T€HU POCJIMH, BiAIIOBIIHI TeHU MOIi-
Jst0Th Ha cim kitaciB: KNOX ta BEL, 1o Haje-
xkatb 10 TALE nHanknacy, ZM-HOX (Zink-finger

ISSN 0564—3783. Llumonoeus u eenemura. 2011. No 1

Motif), HAT1, HAT2, ATHBS, GLABRA2 [41].
OcTaHHiI YOTMPU POAMHU MalOTh KOHCEPBAaTHB-
HUIi MOTUB Y CKJIaJli TOMEOJAOMEHY — JIEMIIMHO-
BUii 3inep [34], Ha OCHOBI Yoro ix Oyso nepeiime-
HoBaHo Ha HD-ZIP 1, II, III Ta IV BigmoBigHO
[35, 36, 42]. Binplia yacTHHA TOMEOTUYHUX FeHiB
POCIUH, sKi BMBYEHO Ha ChOTOIIHI, HAJIECXUTh
nmo Hanknacy TALE [15, 35, 41, 43]. Ha3Ba uporo
Hajakjacy MOXOAUTh Big ckopouyeHHs1 Three
Amino Acid Loop Extention, amxe y ckjaii roMeo-
JIOMEHY TIPUCYTHI TpU HOAATKOBI KOHCEpBaTHUBHI
aMiHOKMCJIOTM Ha MEXi Meploi Ta Apyroi aabda-
cripaneit [41]. Chan et al. [37] 3anponoHyBaIu
iHIIY KJIacudikallito, e TOMEOTUYHi TeHU POCINH
noxineHo Ha ’ath rpyn: HD-ZIP, GLABRA,
KNOTTED, PHD ta BEL. binb1iicts po0iT, 1pu-
CBSIYEHUX TOMEOTMYHUM TeHaM POCIWH, CITUpa-
I0TbCS caMe Ha 1o kiaacugikamito. Y 2009 p.
Ha ocHOBI aHai3y nociigoBHocTtel JIHK (ex30H-
IHTPOHHOI OYI0BM TOMEOTUYHHUX IF'eHiB) Ta aMiHO-
KHUCJIOT (apXiTeKTypu KogoMeHiB) B 10 BUAiB i3 pi3-
HUX TakcoHiB pociuH Mukherjee et al. [40] Oyio
3alIPOIIOHOBAHO JOIOBHEHY Kiacu@ikallilo ro-
MEOTMYHUX TEHIB pOCJIMH, B SKiii BugineHo 14
POIMH, TPU 3 SIKUX TNPUTAMaHHI JIMIIE 3eJICHUM
pocnuHaMm (Chlorobionta), a nBi — K Chlorobionta,
TaK i Rhodophyta. Taka knacudikallisi TIOKU He
HaOyJa IUPOKOro BUKOPUCTAHHS.
MADS-60kcemicni eomeomuuni eenu. Kpim
TpaHCKPUMLIAHUX (HaKTOPIB i3 TOMEOIOMEHOM, Y
POCIMH € TpyIa TPaHCKPUMNLINHUX (aKTopiB i3
iHIIIOI0 KOHCEPBATHMBHOIO HiJITHKOIO, 3IaTHOIO
3B’sg3yBatucs JJHK,— MADS-goMeHOM 3aBIOB-
KK B 56 a.K.3., posTamioBaHuM Oiutst N-KiHII
oinka. Hazea MADS-nomeHy € abpeBiaTypolo Bif
Ha3B NEPIIMX YOTUPHOX iI€HTU(DIKOBAHUX TEHIB,
SIKi KONYIOTh TaKi TpaHCKpUMLiiHI (akTopu.
MADS-060KC — IOCJIiIOBHICTb HYKJICOTUIB, SKa
KoJIye OMHOMMEHHUM noMeH. Bbinku — npoaykTu
MADS-00Kc BMiCHUX TeHiB, HEOOXiTHUX [IJIsI
PO3BUTKY KBiTKM, MalOTh TaKOX iHIII (PyHKIIiO-
HaJIbHI OiNSTHKW: MEHII KOHCEepBaTMBHUI Tepe-
XimTHMI TOMEH, KepaTUH-TIOAIOHMI TOMEH Ta Ba-
piabenbHy C-KiHIIEBY OUISIHKY, sSIKi IMOTPiOHI IS
0iJTOK-0iTKOBUX B3aemofiii [2, 44]. MADS-nome-
Hu Bmi3HatoTh Ha JHK crneumdiuni ginsgHku
3B’s13yBaHHs (Tak 3BaHi CarG-00KcH), 10 SIKMX 11
TPaHCKPUITLiHI (aKTOpyu MPUETHYIOTHCS Y BU-
IJIsIAi TomMo- Ta rerepoaumMepiB [44, 45]. Xoua
MADS-noMeHBMICHI TpaHCKpPUIILiiHI (hakTopu
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OepyTh y4yacTh B Pi3HUX IIpolecax PO3BUTKY, Ha-
MPUKJIAI, PO3BUTKY KOPEHIO, TPUXOM, TTHJIKY [46].
Haii6inpi getasbHO BUBYEHO iXHIO y4acTh Y 3a-
Oe3nedyeHHi pO3BUTKY KBIiTKM Ta CYLIBiTh. B 3aex-
HOCTI BiJl (DyHKIIIM IIMX OiIKIB iX ITOALUISIIOTH HA Ti,
110 HiATPUMYIOTh ayTEHTUYHICTh (PJIopaabHUX
MepucteM abo JiopadbHUX OpraHiB 4yu 3abe3re-
4yloTh Iepexif Bl cneuudikanii MepucreMu 10
cneuudikanii opradis [47]. [eHU ayTeHTUYHOCTI
daopagbHUX OpTaHiB MOAUISIIOTH Ha T’ SITh KJT1aciB —
A, B, C, D Ta E. IxHe noenHaHHS B pi3HUX KOM-
OiHallisIx 3a0e3Ieuye PO3BUTOK YCiX OpraHiB KBiT-
ku (posmmpeHa ABC-Monenb po3BUTKY KBITKH)
[48—50]. BuBueHHs1 myTaHTiB 328 MADS-reHamu
MPOIEMOHCTPYBAJIO He3aMiHHY, TOMEOTUYHY POJIb
MPOAYKTIB LIMX IEHIiB Y PO3BUTKY YOTUPHOX Opra-
HiB (3aBUTKiB) KBiTKM — YalllOJMCTUKIB, IEIIOC-
TOK, THUMHOK Ta TUIOJOJIUCTUKIB.

TakuM yMHOM, TpaHCKPMITLiHI (akTOpH, 1110
PEryII0I0Th PO3BUTOK B POCIIMH Ta € MIPOAYKTaMU
TOMEOTUYHUX TEHiB, MOXYTh MaTu OJUH abo
00uaBa KOHCEPBATUBHUX JOMEHU, 1110 3B’SI3yIOTh
JHK, — romeogomeH Ta MADS-nomen [51].

MexaHi3m fiii roMeoTUYHUX reHiB

Peeynauia excnpecii eomeomuunux eenig. TpaHc-
KPUIILIiiiHI (paKTOpH, 1110 KOIYIOTHCSI TOMEOTUIHUMU
reHaMU, MOXYTh 00’ €IHYBaTUCh B Pi3Hi KOMITIEKCH
[15, 47]. Binok-0ilIKOBi B3a€EMO/Iii MOCIOAIOTh BaX-
JINBE MiCIle Y CTBOPEHHI Pi3HOMAHITTS BiOIIOBimdi
KJIITUH Ha aKTUBHICTh TOMEOTMYHMX TeHiB. Tak,
OyJ10 TTIOKAa3aHo, 110 OLTKOBUII IPOAYKT reHa sTuMe-
Hi0 bkn3 (barley knox3) roMoaMMepU3YETHCS i MOXKE
acoIIIOBaTH 3 iHIIMMM OUIKaMU pomuHU knottedl,
30kpeMa bkn I Ta bkn7. Kpim Toro, ixHio B3a€MOIit0
OITOCEPENKOBYIOThH OUIKM i3 TOMEOIOMEHOM 3 POIM-
uu Bel, JUBEL 1 ta JUBEL?2 [15]. SIx npukiam MOX-
Ha HaBECTW HEILOJABHO BiIKPUTWI ISITUI Kiac
MADS-reHiB, xiac E, skuii 6epe ydactb y hopMmy-
BaHHI BCiX 3aBUTKIB KBITKI. BcTaHOBIIEHO, 1110 Oi7TKI
kiacy E yTBoproloTh KOMITIEKCH i3 OiIKamMu KiaciB
A, BTa C |31, 49, 50]. 1ns GinkiB — NpOmyKTiB ro-
MEOTUYHMX I'€HiB, a TAKOX TPAHCKPUITLIMHMX (pak-
TOPIB, 110 CUHTE3YIOThCS IIiIl iXHIM BIUIMBOM, I10-
KazaHa 30aTHICTh A0 MIKKIIITUHHOIO TPaHCIIOPTY
Kpi3b miasmonecmu. Lle € ogHUM i3 MOXJIMBUX
MIKKIIITUHHUX CUTHAJIBHUX IUISIXiB Y POCIMH [ 52—
55]. YyacTh mpoayKTiB rOMEOTUYHUX TE€HIB Y pi3-
HUX TPAHCKPUITLIIMHNIX KOMIUIEKCaX IMOSICHIOE IXHIlA
IIEHOTPOITHUI eheKT y pasi mytairii [31].
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Exkcripecist caMyX rOMEOTUYHMX I'€HiB MiIIa€Th-
Csl peryJsiii Ha piBHSIX TpaHCKPUIILIil, albTepHa-
THUBHOTO CIUIAMCUHTY, TPAHCJISLIL Ta MKKTITUHHOIO
TpaHCHOPTY. Peryiisiiis TpaHCKPUIILii TOMEOTHY-
HUX T'€HiB BiIOYBa€ThCS 3a YYACTIO TPAHCKPUITILii-
HUX (PaKTOPiB, SIKi TAKOX MOXYTb OYTH IPOIYK-
TaMW TOMEOTMYHMX TeHiB. Tak, reHu pOAMHU
knotted I MalOTb NEKibKa PEryIsITOPHUX €JIeMEH-
tiB, Hanpukian (GA/TC)s moBTop B cKJIami iHT-
POHIB, 3 IKMM 3B’SI3yIOThCSI PETYJISITOPHI OiLIKY i3
aKTMBAaTOPHUM ab0 cymnpecopHUM edeKkToMm. Pe-
npecopaMy TPAHCKPUIILIiI LIMX TeHiB MOXYTb BU-
cTyrnaru 0Ky migpoauHu Myb. Myrauii knox I re-
HiB i3 HAOyTTSIM (YHKIIiI HDOIIMPEHi cepea poc-
JIMH 1 ONMCaHi U151 KyKypya3u, SUYMEHIO, TOMaTiB
tomo. CHiAbHUM I LIMX MYyTalliii € iHceplis
TpaHCITO30HiB KnaciB Ds, Mute, Mutator Ta iH. B
PeryJIsITOPHI IUITHKY I'eHiB i3 TTOAAJIBIION0 IXHBOIO
Hanmekcnpecieo [56, 57]. BaxiauBuM eramoMm pe-
TYJISILIT eKCIIpecil TOMEOTUYHUX TeHIiB € 11 MOCT-
TpaHCKPUIILiiiHA MOMYJISALS, i OMHUM i3 TaKUX
MEeXaHi3MiB € PeryJsiilis Ha piBHI XXUTTE30aTHOCTI
MPHK. Tak, nis romeo0okc-reHiB poauau HD-
ZIPIIl y KyKypya3u, IPOIYKTHU SIKUX BU3HAYAIOTh
ajakciajqbHO-abaKciallbHy MOJSPHICTh JIUCTS,
IOKa3aHO 3aJiexKHICTh eKCIIpecil BiA rpamieHTy
miRNA166, a rpanmient niei mikpoPHK, B cBolO
4yepry, BU3HA4Ya€eThCsl ekcrpeciero iHmoi miRNA,
leafbladeless ] [58]. Jlis mpOAyKTiB L€l X rpynu
TOMEOTUYHMX T'€HiB ITiIJAEThCS PEryJIsLii TAKOX
Ha MOCTTPaHC/ISILIHOMY piBHi, Koy Oinku Little
Zipper, LZR, excripecisi UMiX I'eHiB 3aJeXUTh Bif
TpaHcKpuIuiiHux daktopiB HD-ZIPIII, KOHKY-
PEHTHO 3aBaxkaloTh rOMOAMMEpU3allil OCTaHHIX i
TUM CaMUM IIE€PEIIKOIKAIOThH IXHHOMY 3B’SI3yBaHHIO
i3 IHK [59]. Ot1xxe, Momysiiist Aii TOMEOTUYHUX
OiJIKiB MOXe BimOyBaTMChb 3a paxyHOK peryJisiii
IXHBOI €KCIIpecii, a TaKOX 3a paXyHOK MIXOIIKO-
BUX B3a€EMO/ili, B TOMY YMCIi i MiX IIpOAyKTaMu
Pi3HUX KJIACiB TOMEOTUYHUX I'CHiB.

Caitmu akmugHnocmi eomeomuynux 2enie. PicT i
PO3BUTOK POCJUH 3aJIeKUTh Bil aKTUBHOCTI Me-
pUCTEM: alliKaJbHUX MEPUCTEM ITarOHY i KOpEeHs,
iHTepKasipHoi i popanbsHoi [60]. Came Mepuc-
TeMaTU4YHi, a TaKOX IUIIOPUIIOTEHTHI KIIITUHU €
MiClIeM aKTMBHOCTi FOMEOTMYHMX TeHiB. 31ar-
HICTb alliKaJbHUX MEPUCTEM JIMILIATUCh HeleTep-
MiHOBaHMMU N1O3BOJISIE IM TOCTIAHO AaBaTU TO-
YaTOK HOBUM OpraHaM, TKaHMHAM Ta BTOPUHHUM
MepucTeMaM, ITOTPIOHUM JIsI HOPMaJIbHOTO PO3-
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BUTKY. 19 1IbOrO € HEOOXiTHMM iCHYBaHHS B
CKJIaAi MEpUCTEM TOMYJsILil KJIITUH, 30aTHUX 10
CaMOOHOBJIEHHSI Ta 3aMillleHHs iHIIMX KJiTHUH
[61]. Brpara Takoi 31aTHOCTI TPU3BOIUTH 10 TEP-
MiHalii KoHycy pocrty. ITigTpuMKa ayTeHTUYHOCTI
MEPUCTEMATUYHUX KIITUH, a TaKOX IePEeKII0-
YEeHHSI KJIITUH MEPUCTEMH i3 HeIETepPMiHOBAaHOTO
CTaHy Ha IUIIX AudepeHLiloBaHHS 3aJeXaTh BiJl
MPOIYKTIB TOMEOTUYHMX TeHiB. OcTaHHI MOXYTh
BU3HAYaTU apXiTeKTypy MEPMUCTEMHU IIISIXOM
BIJIMBY Ha CMHTE3 (ITOrOPMOHIB i mepenavy
IXHiX CUTHAaJIiB, a TAKOX ILIUISIXOM DPEryJsiiii eKc-
npecii a00 aKTUBHOCTI iHIIMX TPAaHCKPUMLIIAHUX
dakTopiB, sIKi He € TOMEOTUYHUMU. Tak, HaIpUK-
napa, ays reHiB poauHu KNOX mokaszaHa perpecist
cuHTe3y depMeHTy 20-oKcHupaasu TibepeaoBoi
KMCJIOTH, 110 Oepe y4yacTb B CUHTE3i TidepestiHiB,
yepes 3B’SI3yBaHHS i3 PEryJasITOPHOIO iISTHKOIO 1i
reda NTC12 [62]. I3 curHaabHUMM IUISIXaMU 11 -
TOKiHiHIB y T€HiB 3rajlaHoi POJUHU iCHYE IMO3M-
TUBHUI 3B’S130K, MOJICKYJISIPHI MEXaHi3MU SIKOT'O
JeTaJibHO He BcTaHoBIeHi. Cepell TpaHCKPUIILIiH-
HUX (pakTOpiB, 3adiTHUX pPa3oM i3 MPOAYKTaMU
TOMEOTUYHUX T'eHiB Yy (h)OpMYyBaHHS BEreTaTUBHUX
opraHiB, Bapto 3ragatu 6iaku poguHu GRAS. 1i
OIJIKM € TpaHCKPUIILiHHUMU (aKTopaMH, i eKC-
Mpecito iXHiX T'eHiB PeryaooTh OUJIKM — MPOAYKTH
romeoTnyHux reHiB. binku pomumHu GRAS B
CBOIO 4Yepry MOXYTb MOJYJIIOBAaTH €KCIIPECilo
MEBHUX TOMEOTUYHUX T'eHiB. € MiIcTaBU BBAXKaTU
YJICHIB 3rajaHol POAWHM TIPUYETHUMM 10 BM3HA-
YEHHSI KiJIbKOCTi OOKOBUX MAroHiB, TOOTO CTYHEHS
KYIIiHHS, B TAKUX BUIB, SIK PUC, STUMiHb Ta IIIIe-
Huug [7, 54]. OTxe, caMe MEepUCTEeMU BU3HAya-
JOTh PICT i pO3BUTOK POCIMH, a aKTUBHICTh MEPU-
CTE€M, B CBOIO Uepry, BUBHAYAETHCSI TOMEOTUYHU-
MU IF'€HaMU, TIPOAYKTH SIKMX 3aITyCKalOTh KacKaau
iHIIIMX TeHiB, 30KpeMa, TPaHCKPUITLUiHHNX (ak-
TOpiB Ta (pepMEHTIB, B pe3yJibTaTi YOro BU3Haya-
€TbCsI 31aTHICTh MEPUCTEM CUHTE3yBaTU (hiTOrop-
MOHM Ta BiIMOBiZaTH Ha IXHIO Ail0.

Pin, Triticum sk ocoGnuBuiA 06’eKT
NS BUBYEHHS rOMEOTUYHMUX FeHiB

Dicotoledonae Ta Monocotoledonae 3Ha4HO Bin-
Pi3HSIOTHCS 32 Mopgostoriero. Tomy BapTo OUiKy-
BaTU, 1O KUJIBKICTb, Pi3HOMAHITTS Ta CIIOCiO il
TOMEOTUYHMX TEHIB MOXE BiIpi3HATUCH Y Mpe-
CTaBHUKIB pi3HUX KiaciB. Ha cborogHi 3mo0yTo
yrMaJso iH(opMallii 111010 OpraHi3allii roMeoTUY-
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HUX TEHIiB y MOACJbHUX i HaBiTb arpoOHOMIYHO
BaXJIMBUX BUIIB ABOJOJbHUX, HAIPUKIIAL TOMA-
TiB. BimoMocTeil mpo ogHOIOJIbHI 3HAYHO MEHIIIE,
i BOHU CTOCYIOThCSI MepeBaxkHo pucy Oryza sativa
Ta KYKypya3u Zea mays, iHIIIX OAHOIOJbHUX — Y
3HAYHO MeHIIii Mipi. M’sgka muenuus 7riticum
aestivum SIBJISIE cO00I0 YHIiKaJbHUI 00 €KT IS
dyHAaMEHTaJIbHUX JOCTIIXEeHb OpraHisaliii Ta
€BOJIIOLIi1 TEHOMY, aJKe 1Liei BUJ € ajloreKcaruioi-
noMm. [i reHomHa hopmyna AABBDD, 2n =42, a
CyOreHOMHM TMOXOMASTH Bil IIOHAWMEHIE TPbhOX
BUIiB-TIonepeaAHuKiB [63]. I1omiruioinHicTh 3yMOB-
JIIO€ TaKi 0COOJIMBOCTI JAHOTO BUALY, SIK HAsIBHICTh
romeoaseliB (4aCTKOBUX TOMOJIOTiB) OiJIbIIOCTI
reHiB (TmoBHa iHdopmalis y [12]), TolepaHTHICTh
IO aHEYILIOIAHOIO cTaHy [64], HAsIBHICTh CUCTEMU,
1110 KOHTPOJIIOE MPAaBUILHUI Mepebir Meitosy [65],
Ta I'eHiB, 1110 YMOXJIMBIIIOIOTh BilJaleHi cXpely-
BaHH: [66, 67]. CyyacHe iCHYBaHHS JUKUX CITOPi/I-
HEHMX BUIIB, OJJM3bKUX JO CYOreHOMIB MILIEHUILI],
a TaKOXX MOXJIMBICTh BiggajeHol Tiopumu3saliii
JTO3BOJISIIOTh TIPOBOJIMTHU YHIKaJIbHI JOCTIIXKEHHS
3 TEHETUKM PO3BUTKY Ta €BOJIOLII T'€eHOMY Ha
LIbOMY 00’ €KTi.

Xpomocomua nokanizayis ma excnpecis eomeo-
MUYHUX 2eHié nuieHuyi. bimblIiCTh TeHiB MOMIIIO-
IIHUX MIIEHMLb TpeicTaBJIeHa TpbOMa KOIisIMU,
JIOKaJli30BaHMMHM Ha TOMEOJIOTIYHUX XPOMOCOMaxX
CyOreHOMiB, MpOTe JJisl HU3KW TeHiB Hapa3si Bii-
CYTHi BiIOMOCTi IIOAO HAasIBHOCTI romMeoalieiliB
[12, 68]. IlpuitHATO BBaxKaTu, IO TOMEOAJIENI
B IMOJIITUIOITHOTO OpTraHi3My MOXYTh a00 HaOyBa-
TU Pi3HI (PYHKIII BHACIIIOK HAKOMMYEHHS 3MiH
IXHbOI HYKJICOTUIHOI MOCiZOBHOCTI, a00 migaa-
BaTUCh €MIr€HeTUYHUM MeXaHi3MaM 3aMOBKaHHSI
reHiB, abo He 3MiHIOBaTUCH [69—71]. ¥V 3B 53Ky 3
MM 1IiKaBO IIpoaHaji3yBaTU JaHi IIOAO0 HasB-
HOCTI roMeoaJie/liB TOMEOTUYHUX T€HIiB y TeHOMi
M’sIKo1 TieHuili. B po6oti [21] 3a JoroMoroxo Hy-
JIi-TeTpaCOMHOIO aHaJli3y Ioka3aHo, 1o MADS-
TeHU pO3TallloBaHi MpUHAMHI Ha XpoMocomax 4A
Ta 5A [21]. YV Ginabul mMi3HiX poOdOTax MPOAEMOHCT-
pOBaHO, IO MIIEHWYHI TroMoJjiorTn AG-TomioHuX
MADS-reHiB (WAG) noxajizoBaHi Ha XpoMOCOMax
MEPIIOi FOMEOJIOTiYHOI TPy M’SIKOI MIIEHMII
[72], a romosioru API-nonioHux reniB (WAPI) —
Ha XpOMOCOMaXx I1’SITOi TOMEOJIOTiYHOI rpynu [22].
B renomi neHulii Takox € romojoru MADS-re-
HiB kiacy E, 3okpema rena SEPALLATA (WSEP)
ta LEAFY HULL STERILE1 (WLHSI), sxi € ro-
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mosioraMu reHiB pucy OSMADS45 ta OSMADS .
Ilepimi reHn po3TallloBaHi Ha XpOMOCOMaxX ChO-
Moi, a renu WL HS 1 3HaxoasThcst Ha XpOMOCOMax
yeTBepTOi romeorpymnu. Tpu romeoasesi reHa
Knox 1 nienuui (WKnox1), siKi MaloTh KOHCEpBa-
TUBHI €K30HU, MPOTE 3HAYHO BiAPI3HIIOTHCS 3a
MOCJiJOBHOCTSIMUA iHTPOHIB Ta MiKT€HHUX IiJsI-
HOK, JJOKaJTi30BaHO Ha XpOMOCOMaX 4YeTBEPTOI Io-
MeoJjioriudoi rpynu [70]. IToaiGHi pe3yabraT OyJ10
OTPHIMAaHO CTOCOBHO roMeoJIoriuHuX reHiB WANT-1,
nieHnYHux oproJioriB reHa AINTEGUMENTA-1,
SIKMIA € KJII0OYOBUM Yy (DOpMYBaHHiI (hepTUIHLHOTO
riHouero [73]. IMmeHuyHi opronoru reHiB Flory-
caula/Leafy, WFL, nokajni30BHO Ha XpOMOCOMAax
JIpyroi romeojoriyHoi rpynu [23]. HaBeneHuii ne-
peTiK € gajieKo He TIOBHUM, ajie BUIHO, 110 MpaK-
TUYHO BCi TOMEOTrPYIIM IMIIEHUIII HECYTh Ti UM iH-
11i TOMEOTUYHI T'eHU.

Excrpecist roMeo0riyH1x KOIliii TOMEOTUYHUX
TeHiB B TeHOMI M’SKOI MIIIEHUII HE B YCiX BUTIa/-
Kax € ogHakoBolo. BumineHi B pooori [70] romeo-
anesi wknoxl CTpyKTYpPHO Bifpi3HSIIUCH MiX CO-
0010 Ta OPTOJIOTIYHMMU T'e€HAaMU 4Yepe3 YMCICHHI
neneltii Ta MITE-iHcepuii B iHTpPOHHUX AiISTHKAX.
He3sBaxaloun Ha 11, yci romeoalielli B IIIEHUII
Oy/u (pyHKIIIOHATIbHUMU, OJHAKOBO €KCIIpecyBa-
JIUCh B TPAHCTEHHUX POCIMHAX TIOTIOHY i CIIpU-
YUHSUIM B HUX IIPOSIB TaKUX Xe (peHOTUIIB, SIK i
MpY TPaHCIeHEe31 OPTOJIOTIYHUX TeHIB KYKYPYA3H i
siYMeH10. MOXJIMBI TaKOX iHIII BapiaHTU €KC-
npecii romeoasneniB. B po6oti [71] moka3zaHo, 1110
WLHSI-A, po3ramioBaHuii B A-cyoreHoMi, Mic-
TUTH 3aMicTh K-ToMeHy OijIKka HeBIaCTUBY ITOCIi-
JIOBHICTb, 1110 pOOUTbH Oro HeYHKIIIOHATBHUM,
a iHIlIa Komis, 110 HajexXuTb B-cybreHomy, He
eKCITPECYETRCS Yepe3 METHIIbOBAHUI CTaH.

JaHi 1100 CUHTEHIi TeHOMY IIIIeHMIIi i3 re-
HoMamu Oryza, Hordeum, Brahypodium ta Lolium
IIAPOKO 3aCTOCOBYIOTBHCS IJISI MOCTIIKEHHS Te-
HOMY IILIEHMIIi, 30KpeMa, y IepeadadyeHHi (PyHK-
11i1 reHa 4yu Oiika 3a 6JU3bKICTIO MOTO MOCIiT0B-
HOCTi 0 aHAJIOTiYHOTO MOKa3HWKA Y MOJEIbHOTO
o0’exTa [32, 33]. MilicHo, 6araTto reHiB MIIeHUII
€ OJIM3bKMMM BiAIIOBITHUM IeHaM pucy ado KyKy-
pya3u, i Taki nnependadyeHHsI MaloTh ceHc. s mo-
IIYKY MIIIEHUYHUX OPTOJIOTiB TOMEOTUYHUX TeHiB,
MOCJiIOBHOCTI SIKMX € MePeBaXKHO KOHCEPBATUB-
HUMU, TaKUW IiOXig OO0 IMOIIYKY € e(heKTUBHUM.
Tak, MADS-renu nmueHuui 6y/10 ineHTudiKoBaHO
3a JOMIOMOTOIO CITeIIU(IYHUX 0 KOHCePBAaTUBHUX
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nociigoBHocTei mpaiimepiB [21]. Pazom 3 Tum
CUHTEHIS IEBHUX IUISIHOK TE€HOMY MIIEeHUII
Ta MOJEJIbHMX 00’€KTIB HE 3aBXIU € TOCTATHHOIO
JIJISI TIOLIIYKY TeHiB B IXHiX MeXKaX i MOXJIMBa HasIB-
HICTb OPTOJIOTIYHMX T'€HIiB B HECUHTEHIYHUX [Ii-
JITHKaxX Ta iXHSI BIICYTHICTh Y CUHTEHIUHUX [74,
75]. Kpim Toro, pi3Hi reHOTUIX MOXKYTh OTHAKOBO
MPOSIBJIITACH Ha PiBHi (peHOTUITY, aIKe ITOPYIIeH-
HS1 OyIb-SKOr0 KOMIIOHEHTY T€HHOI MEepexi, sika
MPU3BOJIUTH 10 YTBOPEHHS TEBHOTrO (heHOTUILY,
BECTHUMeE Y OUIBILIOCTI BUMAKIB 10 OJJHAKOBOI MOTr0o
3MiHM. X04Ya MOCIiIOBHOCTI T'€HiB B rTeHOMaX pi3-
HMX BUJIIB € IEBHOIO MipOIO0 KOHCEPBATUBHUMM, IXHSI
(byHKIIiSI Ta KOIMiMHICTh B TEHOMi IIIEHULII MOXKe
BiIpI3HATUCH Bif TaKWX B iHIIMX OIHOMOJIbHMX.
JaHi 11010 y4acTi BiIOMUX TOMEOTMYHUX T€HIB
y PO3BUTKY IIIEHUIII HaBeaeHO B Ta0. 1, a aesaki
MPUKJIAAU PO3IJISTHYTO JaJIi.

Opeanizayis anikanbHux mepucmem NazomHy 31a-
Kie ma po36umok 03Hak mopghoaoeii. AlikanabHi Me-
pUCTEMU TTaroHy Ta KOpeHs BU3HAYaIOTh apXiTeK-
Typy BereTaTMBHMUX OpraHiB pOCIMHM, a B pasi
3J1aKiB caMme alliKaJlbHa MepucTeMa MaroHy Iepe-
TBOPIOETHCSI Ha MEPUCTEMY CYLBITTS Ta KBiTiB.
IMocninoBHOCTI Ta (byHKIIi1 TOMEOTUYHMX I'€HiB, 1110
BU3HAYalOTh aKTUBHICTb alliKaJIbHUX MEPUCTEM, €
3[e0LIBIIOr0 KOHCEPBATUBHUMM Cepell OOHO- Ta
JIIBOIOJIBHMX, i HABITh MOXKJIMBA KOMIUIEMEHTALIisI
OIJIKiB, 1110 TOXOIATH Bill pi3HUX 00’ €KTiB [76, 77].
AKTHUBHICTh MEPUCTEM BEreTaTUBHUX OPTraHiB, SIK
OyJ10 3a3Ha4yeHO, IIOB’S3aHa i3 TeHaMU POIVHU
knottedl. Knotted I-noniOHI ToMeOOOKCHI T'€HU
YTBOPIOIOTh BEJIMKY POJAMHY i MOMINSIOTHCS Ha iBa
kinacu [78]. Ho mepiioro kjacy HajiexaTb Te€HHU
knl ta rough sheathl xyxypynsu [77], OSHI ta
OSH15 pucy, Tknl ta LeT6 TomatiB, KnoxI siu-
MeHio, WKNOXI mmuenuni [70]. Bci BoHr MaroTh
3HAUYHWI BIUIMB Ha BEreTaTUBHUI PO3BUTOK ye-
pe3 eKcCnpecilo B MepUCTeMaTUUYHUX TKaHUHAaX,
repeayciM, B amikaJibHiil MepucTeMi rmarony [78].
isi reHiB 1Ii€1 pOAVMHU COPSIMOBAHA HA MiATPUM-
Ky HEACTEPMiHOBAHOCTI KJITUH i TTONepemKeHHS
ixHboi audepeHuianii. Myrantu 3a reHaMu knot-
tedl, xpim Bag MopdoJIorii, MalOTh 3HAYHO MEH-
LIy BHUCOTY, IO ITOB’SI3YIOTH i3 CIa0KOI0 aKTUB-
HicTio MepucteM [61]. [eHu apyroro Kjiacy, reHu
knotted?2, eXcIipecyloTbCsl B OJHAKOBIilt Mipi B ycix
TKaHuHax [78].

[t mouatKy audepeHiialii KJIiTHH B MEPUC-
TeMi MOTPiOHO 3MEHIIIEHHSI eKCIIpecii TeHiB knof-
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Tab6auus 1
Poub BigoMux roMeoTHYHUX TeHiB B PO3BUTKY Triticum
. . OpTosoriyHmit . ..
Ten DyHKI1is B 1OCTIIKEHUX 00’ €KTax P . Dynkuiis B Triticum IMocunanusa
reH Triticum

Apetala 1 (AP1)

MADS-60kc B7MicHMiI romeoTnuHuit VRN 1, abo 3pmaTHicTh A0 sIpoBi3allii, 4yTauBicThb [22, 25, 30]

TeH KJacy A, 6epe ydactb y po3BUTKY WAPI (wheat no dporonepiony

KBiTKHU
Apetala 2 (AP2) [MinTpumKa ayTeHTUYHOCTi MepHCTe-
MU KBiTKHU, OPTaHiB KBiTKH, PeryJsi-
11is1 iHIIMX TOMEOTUYHUX TeHiB
Apetala 3 (AP3),  MADS renu knacy B, po3Bu-
Pistillata (PI1) TOK TUMMHOK
Sepallata MADS ren xnacy E. bepe yuyacts B

(SEP)=0sMADS45 po3BUTKY BCiX 3aBUTKiB KBiTKM. B
pUCY MyTallist TPOSIBISIETHCSI TPAHC -
dopmalliero CTepuabHOI KBITKOBOT
JIyCKY Ha JIMCTOTIOMIOHY

Leafy hull sterile  Te came
(LHS)=
knotted 1 TomeonomenHmii 6iNOK, 110 MiATPU-

MY€ ayTeHTUYHICTb MEPUCTEM

rough sheathl (rs1) knottedI-criopiiHeHi TreHu, 110
BM3HAYAIOTh ayTCHTUYHICTb ariKaib-
Hoi MepucTeMu. Miclie peryssiii ix-
HbOI aKTMBHOCTI — BiATamyKeHHs
JINCTA BiJ TTarOHY

RS2 Myb-nomeH BMicHi OilKku, 110 TPU-
THiUYyIOTb eKcIpecito reHiB knotted 1.
IMoTpibHi nist mudepeHiianii armi-
KaJIbHOI MEPUCTEMHU MAaroHy B JIUCTSI

WSEP

WLHSI

WKNOXI

WRS1

WRS2

Apetala 1)

0 Mopdornorist komocy, Tycok, komnakt- [22, 109—
HICTh KOJIOCY, JIETKiCTh OOMOJIOTY 111]

WAP3, WAP3 PozButok muisikiB. [TopymeHHs exc- [17, 44, 48,

npecii MPOSIBISIETbCS Y TOMEOTUYHI I
TpaHcdopMallii mcTuIoiaii, Koau 3a-
MiCTh MWJISIKiB PO3BMBAIOThCS MaTO4-
KM

112, 121]

dopMyBaHHS MWISKIB Ta MaTouku, [44, 48, 71]
PO3BUTOK OpTaHiB KBiTKM (BHYTpillI-
HBOI KBiTKOBOT JIyCKH)

AKTHBHICTb reHa BHCOKa B CTpYKHI [76, 23]
KOJIOCY Ta KOJIOCKiB, KOJOCKOBill Ta

KBiTKOBIli TyCKaxX BiIMOBIIHO; B MIlIe-

HUL Leil reH mMae OpaTu yyacTb Yy
(dopMyBaHHi TiepeiYeHuX OpraHiB

Ten, 6imsbpkMit 3a mochinoBHicTIO Ta [25, 70, 80,
pO3TalllOBaHWI B CMHTEHIYHIl TiAsH- 84]

i i3 reHOM siUMeHI0 Bkn3, BU3Havae
TpaHchopMallito ocTeit

Po3BUTOK MiXBY3JIs1 [56, 77, 79]

IMpurHiuyoTh ekcrpecito reHiB knot- [56, 77, 79]
ted]l (WRS1); HaiibinbIna ekcrpecis
CIIOCTEPITaeThes B KOJIOCI Ha BiIMiHY

Bill OpPTOJIOTiB KyKYpYA31

ted] |56]. Ha kykypyn3i Oy70 BCTaHOBJIEHO, IIIO
TOMEOTHYHI TeHMW migpomuHu Myb MOXYTb Bimi-
rpaBaTH poJib iHriOITOPiB eKcnpecii knotted I B me-
pucteMax. Jlo reHiB Myb HanexaTb TeH rough
sheath2 (rs2) KyKypyI3u Ta iOro roMoJior Asym-
metric leaves B Arabodopsis, ren Phantastica B
Antirhinum, WRS2 m’sikoi niienudi [77, 79]. bin-
KU, IO KOMYIOThCS 3raflaHMMU TeHaMM, 3AaTHi
IMMEepPU3yBaTUCh 3a y4acTio C-KiHIIeBUX JOMEHIB
Ta 3B’s13yBaTuch i3 JIHK [79], npuyomy Moxiu-
BUM € YTBOPEHHS JMMePiB MixX OiJIKkamu, 1110 TOo-
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XOISITh Bill pi3HUX OJHO- Ta ABOAOJILHMX BUIIB.
Takuit npukian CBiAUUTb MPO KOHCEPBATUBHICTh
npotiieciB crielugikaiiii Mepuctem narony. [Topy-
LIeHHS peryJisiuii ekcrnpecii reHiB knotted I nep-
IIOro KJacy, a TakKoX eKTOIliuHa eKCIIpecis y
TPAHCTEeHHUX POCJIMHAX MPU3BOASATH OO MPOSIBY
MopoJIOTiYHMX 3MiH, Takux 5K Knotted (By3nu
MIPOBITHUX ITyYKiB Ha JIUCTi) Ta Rough sheath (ne-
dopmaliss IUCTOBOI IiXBU) KyKypya3u, Mouse
ears TOMaTiB (YTBOPEHHSI aHOMAaJIbHOTO JIMCTS) Ta
Hooded stamenro [80].
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Myrauisa Hooded stameHio Oyna TpuUBHeceHa
B 3aximHi kpainu i3 I'imanaiB [81] i € LHikaBoO 1151
TEHETUKM PO3BUTKY MIIEHUIlI 4Yepe3 HasBHICTh
aHaJIOriYHO1 MyTalii B Lboro Bumy. PeHOTUI
hooded sTUMEHIO € TOMEOTHMYHOIO TpaHchopMa-
i€ octi. OcTi mpuTamMaHHi OLIBIIOCTI CYLIBITh
3JIaKOBUX, BOHU € CTPiTbYaCTUMU BUIOBXKEHHSI-
MU NPULBITHUKOMOAIOHOI 30BHILIHBOI KBITKOBOI
JIYCKM, 1 iX BBaXXKal0Th BUJO3MiHEHUMU JIMCTKAMU.
3a3Buyaii i CTPYKTYpU € NeTepMiHOBAaHUMU 1
YTBOPIOIOTHCS 32 PAXyHOK MOJIMY KJIITUH B Iep-
MEeHAUKYJISIPHIN 10 HANpsIMKY oOcCi IulomiuHi. B
pasi myTallii hooded OCTb TUIIAETHCS HEAOPO3BU-
HYTOIO, a 3aMiCTh Hel PO3BUBAETHCS N3€PKaJIbHO
po3TallioBaHa IO BiJIHOILIEHHIO 10 CHPaBXHbOI
KBiTKM iHI1Ia KBiTKa. IToKa3aHo, 1110 Takuii (heHo-
TUIT CHPUUMHEHMI eKTOMIYHOIO €KCIPECIEI0 TFeHa
knox3, i1ioro MoxHa (PEHOKOIIiIOBaTU ILISIXOM
eKTOIliYHOI ekcmpecii reHa knottedl. B takomy
pa3i MPHK rena knox3 Oyne Hakomu4yBaTUCh B
KJIITMHAX 30HU IIEPEXOAY JYCKU B OCTh i CIIPUYU-
HSITU 3MiHY TUIOLLIMHMU ITOAUTY KJIITUH Ta YTBOPEHHS
eKTOIiYHMX KBiTiB. Ha 0CHOBIi ekxcriepruMeHTalb-
HUX JaHWUX BUCJIOBJIEHO TMPUIYIIEHHS, IO IeH
knotted I 3MiHI0€ 1IIIX creuuikalii KJIiTUH I1e-
peximHOoi 30HU Yyepe3 MOCTTPAHCKPUIILIITHY pery-
Jisito reHa knox3. B hooded mMyTaHTiB BUSIBJIEHO
iHCcepLilo 3aBAOBXKM 6J13bKo 300 1.H. B iHTPOHI
4 27, 82]. SIk GiAbLIICTb BiZOMMX TOMEOTUYHUX
myTaliii [83], BoHa € JOMiIHAHTHOIO, IIPOTE CTY-
MiHb 11 IPOSIBY 3aJIEXKUTh Bill FEHETUYHOTO TJIa, Ha
SIKOMY BOHa MpPOSIBISIEThCS [27].

VY M’saxoi nuieHuui MyTaliss hooded Takox
TIPOSIBIISIETHCS B TIOPYIIIEHHI YTBOPEHHSI OCTEi,
MpoTe TIpU IIbOMY HIiKOJIM HE YTBOPIOIOTHCS
CIpaBXHi eKTOMIYHi KBITKM, a OCTi Jiuiie aehop-
MyloThes 3akpydyBaHHsaM [70, 80]. 3a aHasorielo
i3 SYMEHEM B IIIEHUII TaKOX IPUIYCTUIN
y4acThb I'eHiB pOAuHU knotted ] B pO3BUTKY TaKOI'O
¢enorumny. JlilficHO, B IILIEHMII OyJI0 BUILIEHO
OPTOJIOTIYHUI TeH wknoxl, romeoaneni SIKOTo
PO3TAIIOBYBAJIMCH HA XPOMOCOMAaX YeTBEPTOI IPy-
nu, 5K i B stumeHIo. IIpoTe mposiB MyTalii hooded
B TILIEHUILI BUSIBUBCS CIa0KO TOB’SI3aHUM i3 Te-
HOM wknox1 yepe3 BiAMiIHHICTh (hEHOTHUIIOBOIO
MposIBY. MOXIIMBO, TaKe MOSICHIOETHCS HaJTHIII-
KOBiCTIO HAaOOpy TOMEOTMYHUX TeHiB B FeHOMI
MIIEHUIII, 1110 3aXUIIA€ Bifl CyBOPOIO MPOSIBY MY-
Talliii, 200 y4acTio B KOHTPOJIi O3HAKM iHIIIOTO I'e-
Ha 1Ii€l X pOAMHU, 34eIuieHoro i3 wknoxl. Ilin-
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CTaBOIO JIJISI TAKOTO TIPUMYIIEHHS € HasBHICTb Y
STYMEHIO Ta PUCY B CUHTEHIYHMX MiISHKAX, 1110
MicaTh TeH knottedl, iHIIOro TeHa IIi€l POIVMHU
[78, 84]. HaBith sIK1110 BUA0O3MiHA OCTEM OB’ s13a-
Ha He i3 caMUM TeHOM Wwknox I, a 3 iHITUM TeHOM
ponunu knottedl, Bce ogHO MOP(]OJIOrio JTycoK
B JaHOMY pa3i BM3HAYAIOTh CIIOPiIHEHi romMeo-
TUYHIi TeHMU.

PoszramyBanHs Ta popma nuCTS, a TAKOX Ha-
SIBHICTb JIITyJIM BU3HAYAIOThCS 3HAYHOIO MipOIO
rOMEOTUYHMMU reHamu [46]. B GinbIiocti BumiB,
1y OIIeHUIli B TOMY YMCJIi, OIMCAaHO MyTallii, 1110
crocyloThest hopmu nctka [12, 86, 87]. st pos-
BUTKY JIMCTA MOTPiOHE IPUTHIYEHHSI aKTMBHOCTI
TeHiB knotted ] B anikanbHilt Mepuctemi. MyTaliii,
110 TIOPYIIYIOTh (POPMYBaHHST JTUCTKA, CTOCYIOTh-
Cd TIEPEeBaXXHO 3rafaHUX paHillle TOMEOTUYHMX
reHiB Myb-noniOHO1 MiAPOAWHU, SIKi MPUTHIYY-
I0Th €KCIIpecilo reHiB ponuHu knottedl |79, 83].
KoHcepBaTUBHICTh MOCIiZOBHOCTEM T'€HIB-OPTO-
JIOTIB Jaja 3MOrYy BUIUIMTU TeH RS2 B mineHuii
(WRS2) |77]. ABTOpM He 3a3Havaju, K1 (heHO-
TUTI BUKJTMKAE TTOPYIICHHS 1IUX TE€HiB B TIIIEHMITI
in vivo, TIpoTe BiIOMO, 1110 B TPAHCTEHHUX POCIIM-
Hax TIOTIOHY, SIKi MiCTSTh Yy>KWHHI TeHU KYKYpPY-
3U isuMeHto knottedl, rough shealthl ta ligule-
less3, depe3 1110 MalOTh aHOMAaJIbHO (hOpPMyBaTHU
JIMCTsI, ekcrpecis reHa WRSZ2 3yMOBIII0€E po3BU-
TOK HOpMajbHOTO (peHOTHMITY. [HIIIA MOMiHAHTHA
MYyTaLisl KYKypya3u, wavy auricle in blade, iposiisi-
€TBCSI B YTBOPEHHI BYy3bKOTO JIUCTKA i3 AeopMo-
BAHMUMU BYIIKAMMU. [i Oy/I0 BUSBJIEHO B KYJIBTYPi
KJIITAH, 10 ITOXOIMWIa i3 MWIKY; aHaJIoTiYHa My-
Talliss MOXe OyTU BUKJIMKaHa TPaHCIIO30HaMU KJia-
cy Mutator. 1likaBuM € Te, 110 IIPOSIB 3ragaHOTO
(peHOTUIY He TOB’sI3aHUI OEe3MOCEePEeaHBO i3 Te-
HaMU KJacy knotted I, a monsrae y ImopyIlieHHi oci
JIMCTKA, IO (DOPMYETHCS, 4epe3 B3aEMOIII0 i3
oinkamu, sxi 3’3yt JAHK: ligulelessl (igl),
30aTHUN 3B’SI3yBaTv mpomMoTtopu Squamosa [88],
Ta lg2, Oinok i3 neiiuuHoBUM 3inepom [83, 89].
ITocnigoBHOCTI Ta (PyHKIIII LIMX OiIKIB € KOHCEp-
BaTUBHUMM B KYKYpPyA3M Ta puUcy. Y TBepAoi Ta
M’SIKOI TIIIIEHMII TaKoX icHye MyTalis liguleless
(lg), ipo sKy Oyio 3ragaHo paxime [68]. B mire-
HUIII BOHA MPOSIBISIETHCS K BiICYTHICTD JITYJIN,
B pe3yJbTaTi YOTO JIMCT 3rOPTAETHCS i PO3TAIIIOBY-
€TbCSl BEPTUKAJIbHO. BilMoBinHI reHu po3Taunio-
BaHi Ha XpOMOCOMax JPYroi roMeoJI0TiYHOI TPYIIN.
B M’sKoi mimeHulli 1110 03HaKy KOHTPOJIIOIOTh JBa
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KOMIUIEMEHTApHUX peLIECUBHUX TeHu, [g] Ta [g2,
a B TBepAOi MIUEHMII TaKUiA TeH OJWH, i BiH €
JIEeJIbHUM [0 OTHOIO i3 T€HIB M’SIKOI ITIIEHULI.
JlociaKeHHs i€l 03HaKU B MIIESHMLIi Hapa3i Bif-
OyBaeTbcsl auue s (Pi3MYHOro i FTeHETUYHOTO
KapTyBaHHSI BiINOBIMIHMX T€HIB, Ta JOCiIXKEHHI
ixHpoi B3aeMoii [68]. 3a momomororo RFLP map-
KepiB IoKa3aHa OPTOJIOTIUHICTb TeHiB [gl Ta
lg2 miieHui Ta reHiB lg pucy, lgl KyKypyas3u Ta li
ssumeHto [90, 91], mpoTe MoJIeKyJISIpHY TTPUPOAY
BiZCYTHOCTI JIiTyJM B MIIEHMIIi Hapa3i He 00roBo-
PIOIOTh B KOHTEKCTi TPAaHCKPUMNLIIMHUX (haKTOPiB,
110 BU3HAYalOTh aKTUBHICTb TOMEOTUYHMX I'EHIiB
B MepHucTeMax.

HasgBHicTb a00 BiICYTHICTb OITyIIIEHHSI ITpUTa-
MaHHi Pi3HMM BereTaTUBHUM OpraHam SIK IIe-
HUL, TaK i iHIIUX BUJiB, B TOMY YUCJIi PUCY, KYy-
Kypya3U, COpPro, STYMeHIo, i FoMeOTUUYHi TeHu Oe-
PYTb OIOCEPEAKOBAHY YYacThb B PO3BUTKY IIi€l
o3Haku [46]. VY mimeHUIi MOXKJIMBE OITYILIEHHS
JIMCTa, JIMCTKOBOI ITiXBU, JYCKU ab0 Kparo JIYCKU
[10, 92]. HasgBHicTb OIylIeHHSI Pi3HUX OpraHiB
BJaCTUMBA JUKUM CIIOPiZHEHUM IIIIEHULI BUIaM
pony Aegilops, Hanpukian, Ae. umbelluata (2n = 14,
UU) mae nOMiHaHTHUIA TeH, II[0 BUZHAYa€E OITy-
LIEHHS 3¢pHOBOI JIycK1, Ha XxpoMmocomi 1U [93],
a cuHTeTMYHa nuenuus 7. migushovae (2n = 42,
AAGGDD) mae reH, 1110 BU3HAYA€E OMYLICHHS
quctst [94]. BBaxaroTb, 110 OMyILIEHHSI € ajarl-
THUBHOIO 03HAKO10, sIKa 30iJIbIIIYE CTIHAKICTh A0 MO-
CyXH i MOIIKOIKEeHb KomaxaMu. CTyImiHb OIyILIeH-
HS MOXE€ KOJMBAaTUCh B MeXkaX HOPMM peakilii
B 3aJICXKHOCTI BiJl YMOB Ta BiKy pocJuHU. [eHe-
TUYHUI KOHTPOJIb PO3BUTKY TPUXOM, 110 3yMOB-
JIIOIOTh ONYIIEHHS eIliiepMicy, Hapa3i JOCIiIxKy-
I0Th B TaKUX 00’€KTIB, SIK Arabidopsis, Gossipium,
Phaseolus [95, 96]. Bimomo, 1110 pO3BUTOK TPUXOM,
a TaKOX ITPOJIXiB ITOB’SI3aHUM i3 aKTUBHICTIO T'€HiB
ponuH MADS ta bHLP (basic helix-loop-helix,),
TRANSPARENT TESTA GLABRAI (TTGl),
GLABROUS1, GLABRA3, i Myb-noMeH-BMiCHUX
OLIKIB, 110 3yMOBJIIOIOTH crielrdikKallilo IUIIopU-
MOTEHTHUX KJITUH emigepMicy. Po3BUTOK oIry-
IIEHHS OB’ SI3aHUI TaKOX i3 CUTHAIbLHUMMU IIUISI-
XaMU Ti0epesoBOi KMCIOTU. 3rajaHi TeHu, KpiM
reHiB poguHu MADS-00Kkc, He € TOMEOTUUYHUMU,
aJle MoKa3zaHa iX y4acTb B peryJisiliii eKCIIpecii ro-
MEOTMYHUX TeHiB. B creumdikaliii KIiTUH erTi-
JepMicy 3alisiHi TaKOXX TOMEOOOKC-BMIiCHiI I'eHU
knacy HD-ZIP I, sxi GepyTh y4yacThb B Ilepeaavi
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CUTHaJly BiJ aOCLIM30BO1 KUCAOTH (LUT. 3a [97]).
B Kykypyn3u 3HaliieHO TOJIOBHMIA I'eH, IO BU-
3HAYa€ PO3BUTOK TPUXOM Ha JIMCTOBIlA TTOBEPXHi,
macrohairless I (mhll), Ta iioro cyrpecop, suppres-
sor of macrohairless (smhl), siKi obuaBa € TpaHC-
kpunuitnumu daxkropamu [98]. TakuM ynMHOM,
0e3nocepeHixX 10Ka3iB yuacTi TOMEOTUYHUX I'€HiB
B PO3BUTKY OMYLIEHHS Pi3HUX YAaCTUH POCIMHU B
MIIeHUIII Hapas3i Hema, IIpOoTe € IIiACTaBU IS
MPUMYILIEHHS 100 MOXJIMBOI iXHbOI ydacTi B
MPOSIBY 11i€1 03HAKU Y POCJIMH i TILIEHUILIi 30KpemMa.

IIle onHi€lo 03HAKOIO, sIKAa 3aJIEXKUTh Bil aK-
TUBHOCTI allikaJbHOI MEPUCTEMU, € CTYIiHb KYy-
miHHg. KpiM reHoTuIly, Ha IIposIB JaHOI O3HAKU
3HAYHOIO MipOI0 BIUIMBAIOTh MiHEpaJibHE >KUB-
JIEHHSI, OCBITJIEHHSI, TYCTMHA POCJIWH, BOAHUH pe-
xkuM [99]. KyliiHHs1 BigHOCSTh 10 03HaK, 6e3M0o-
CepeHbO TOB’A3aHUX i3 TPOAYKTUBHICTIO, TOMY
il aKTMBHO JOCIIIXKYIOTh Y IIIEHUI Ta iHIINUX
00’exTiB. B mieHuIli mokasaHa y4acTh I'€HiB fin [
(tillering inhibitor) Ta tin3, 10 NPUTHIYYIOTh KY-
IIiHHS, po3TallloBaHMX Ha XxpomocoMax lAS Ta
3AL BignosigHo [72, 100]. IeH tin3 nuieHu1i BBa-
JKaI0Th OPTOJIOTIYHUM TeHy low number of tillers 1
(Intl) ssumeHIO, pO3TAlllOBAHOMY Ha XpOMOCOMi
3HL [13, 101]. B pucy Takox 3HaiiaeHO JeKijJbKa
HE34YeIJIEHUX TeHiB, aKTUBHICTb SIKHX BIUIMBAE
Ha CTYIiHb KYIIiHHSI, PO3TalllOBaHUX Ha XPOMO-
comax 1, 3ta8 [7, 102, 103]. Ha xpomocomi 3
posramoBaHuii reH Monoculm (MOC), sxuii €
OikoM mpuTaMaHHOI pocauHaM ponuHu GRAS
[7]. BinbiicTh OUIKIB 11i€l POAMHU € TPAHCKPUII-
HWiAHUMU (paKTOpaMu, 30aTHUMM O MIKKJIITUH-
Horo pyxy. BoHu OepyTh ydyacThb B Iepenaui
TPaHCKPUITLIMHUX CUTHAJIIB BijI riOepe0oBoi KUC-
JIOTH Ta (poTOpeLenTopPiB, a TAKOX 3aisHi y TIpo-
lecax, CIpSIMOBAaHUX Ha PO3raJly>KeHHSI KOpEeHs
Yl YTBOPEHHSI OOKOBMX MaroHiB [54, 55]. Ien LAX
pucy, po3TallloBaHUiA Ha XpoMocoMmi 1, € TpaHC-
KPUITLUiHHUM (aKTOPOM i3 MOTMBOM CITipajb—
MOBOPOT—CMipajb, IO HAIEXUTh IMPUTaMaHHilA
JIMlie pocirHaM poauHi. Myrtauii reHa LAX npu-
3BOJSITD 0 IUIEHOTPOITHUX €(DEeKTiB TaK caMo, SIK
i MmyTamii Bimomux romeotnyHux rexis [104]. ITo-
Ka3aHO, 110 aKTMBHICTb IPOAYKTiB TeHiB LAX
MOB’s13aHAa i3 TOMEOTMYHMMM TIeHaMu (HampuK-
nan, WUSCHEL B Petunia) B anikanbHiii Mepuc-
Temi naroHa [54]. IMomyk CUHTEHIT MixX IiIsTHKA-
MM T€HOMY DHCY, 1110 HECYTb T€HU, 3aJ1y4yeHi J0
KOHTPOJIIO KYIIiHHS, Ta IIIEHUII MTOKM He OyB
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YCIIIIIHUM. MOXIMBO, OiblI epeKTUBHUM OyIe
MOo3ulliliHe KJIOHYBaHHS T€HiB, 1110 KOHTPOJIIOIOTh
KYIIiHHS y ONuIeHuli (#in3) Ta BCTAaHOBJIEHHS
ixHpoi mpunyctumoi ¢yHkuii [75, 100]. Hapasi
1Ii FTeHM TOYHO KapTOBaHO, 1110 POOMTH MOXKIUBUM
IXHE BUIJICHHS.

Opeanizauyis ¢aopasvbHux mepucmem ma opeaHis.
Po3BuTOK KBiTKM OYB HpPEeaMETOM TIPYHTOBHUX
JTOCTIIKEHb TPOTITOM OCTaHHIX JBOX JECATH-
JIiTh, i Hapa3i € IOCUTH JAETAJIbHI BiIOMOCTI 1110J10
PO3BUTKY KBITKM Y IBOJOJIbHUX. 3aITPOITIOHOBAHO
tak 38aHy ABCDE monenb, 3rifHo 3 KOO ayTeH-
TUYHICTh OpraHiB KBiTKM BU3HAYa€ETHCS IT’SIThbMa
TOMEOTUYHMMHU TeHaMu, Ha3BaHumu A, B, C, D
ta E. BianosigHo 10 11i€i Moesti reHu KjaciB A Ta
E BU3HAYalOTh YAIIOJIMCTKU B MEPILIOMY 3aBUTKY,
reHu knaciB A, B ta E Bu3HauamoTh MeJTIOCTKA B
npyromy, B, C ta E Bu3HavaloTh TUMMHKU B Tpe-
thomy, C Ta E netepMiHyIOTb MI0I0JUCTKU B YET-
BEpPTOMY 3aBUTKY KBiTKM, a D Ta E BM3HauyaioTh
PO3BUTOK 3apOJKOBUX MillIKiB B Matoulli [47—
50]. KioHyBaHHSI T€HiB ayTeHTUYHOCTI OpraHiB
KBITKM J1aJI0 3MOTY BCTAHOBMTH, 1110 BOHU Hase-
KaTb 10 MADS-kacy roMeoTnyHux reHis. 1o
knacy Ay Arabidopsis Hanexatrb reHu Apetalal
(AP1) ta AP2, no xnacy B — AP3ra Pistillatal
(PI), no xnacy C — Agamous (AG), no xiacy D —
Seedstick, no xnacy E — yotupu renu Sepallata.
Koxen knac MADS-reHiB yTBOpeHU KilbkoMa
reHaMM, i OTHaKOBi TeHU OTPUMAJIU Pi3Hi Ha3BU B
3aJI€KHOCTI BijJ 00’€KTa, 3 SIKOro ix 0yJjio BUijIe-
Ho [47-50, 105].

3minu MADS-00KcC reHiB IpOTSITroM €BOJIOLIL
CTBOPUJIM Pi3HOMAHITTSL (hOPM KBITKM POCJIMH.
Kpim Toro, koxeH reH B MeXaxX CBOIO KJjacy B
JIBO- Ta OMHOJOJBbHUX POCIMH TpeICTaBIeHUN Pi3-
HOIO KiJIbKICTIO OPTOJIOriYHMX KOITiid. Tak, Hanmpuk-
JlajJl, B IBOIOJIbHUX T€HU KJ1acy A MaloTb MpUHal-
MHI JIBi Komii, Ki Mo-pi3HOMY €KCIIPECYIOThCS B
KBITLII Ta CYLBITTi, B TO/ 4Yac 5K reHM Kiacy B
MpeAcTaBlieHi JIMIIE ONHi€l0 Komieio. B omHO-
JOJMBHUX TIPUCYTHI nuine Ful-momiOoHi i BimcyTHi
cripaBxHi renn AP knacy A [106], ane icHye 1110-
HaiiMeHIle ABi (DYHKIIOHAIbHI KOTIii MpruHaliMHi
ofHOro reHa kjacy B, a B pucy aymiikoBaHi reHI
kiacy C MaloThb JIMIlIe YaCTKOBY TOMOJIOTIIO i3 Ire-
Hamu AG Arabidopsis. EXcripecis Ta B3aEMO/isl ro-
MEOTUYHHUX Fe€HiB OJHOAOJIbHUX TAKOX MOXE Bifl-
pi3HATUCH Bia Takoi B nBogosbHUX [107]. TTpoTte
JIJ1s1 BCiX mokputoHaciHHuX npaliitoe ABCDE-mo-
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JIeJIb PO3BUTKY KBiTKM, X04a € IEeBHI BiIMiHHOCTI
y (OyHKIIIOHYBaHHi reHiB A-KJjlacy B OIHOIOJbHUX
y MOPiBHSIHHI i3 MOJIEJUTIO, PO3PO0JICHOIO 1151 Ara-
bidopsis ta Antirrhinum. Tomy Oyn10Ba KBITKU OIHO-
JIOJbHUX, 30KpeMa 3JIaKiB, 3aCIyrOBYE Ha 00ro-
BOPEHHSI.

B onHOm0JIbHUX, TAKUX SIK PUC, MIIEHULIS Ta
KyKypy/a3a, KOJM piCT i3 BEreTaTMBHOIO Iepe-
KJTIOYAa€ThCSI Ha TeHEepaTUBHUM, allikajJbHa Me-
pUcTeMa TaroHy IepecTae YTBOPIOBATH JINCTKH,
TTOIOBXYETHCS Ta TIEPETBOPIOETHCS HA MEPUCTEMY
cyuBiTTs. [TpOTSIroM po3BUTKY CYLIBITTS MOTO Me-
pucTeMa Ja€ I0YaTOK KBIiTKOBili MepucTeMi,
a OCTaHHSI YTBOPIOE opraHu KBiTKu. Komocok
(IpoCTHil KOJOC) € YHIKaJbHOIO, MPUTAMaHHOIO
3JJAKOBUM, PETTPOAYKTUBHOIO OIMHMUIICIO CYIIBITTS.
KinbkicTh KBITOK B Me€XaX KOJOCKa € BUAOCIIE-
nugpivHoro. KBiTKa 371aKiB Ma€ BHYTpillIHIO (palea)
Ta 30BHiIIHIO (lemma) KBITKOBI JIyCKHU, $IK 3a-
BUTKM TIEPIIOTO KPYTY, Ta JOMIKYJIH, SIK 3aBUTKU
JIPYTOTo; TPETiif 3aBUTOK — TPU TUIMHKHU, a YEeT-
BEPTUIl — ITUIOOOIMCTKU. 330BHI KBITKA 3aXUIIE-
Ha KOJIOCKOBOIO JIYCKOIO, SIKY BBaXKalOTh TOMOJIO-
riYHOIO JTUCTKY. B pucy KoJiocok Mae nuiie ogHy
(epTHIbHY KBiTKY, 0OMexXeHYy 3 000X OOKIB JIyc-
KOMOAIOHMMM OpraHaMu, SIKi BBaxKalOTh IOXilI-
HUMU JIYCOK CTepuabHUX KBITOK [51, 108]. Kom-
MMOHEHTH CKJIATHOTO KOJIOCY TIIIEeHUIli, CTPU-
JKEHb Ta eJIEMEHTH KOJOCKiB YTBOPIOIOTHCS Me-
pucteMaMu CYUBITTS Ta KBiTKM. Tomy cnapae
Ha IyMKY NPUIYLIEHHS LIOAO Y4YacTi FOMEOTUY-
HUX IeHiB Y KOHTPOJIi Takux o3Hak. Ilo3ask, de-
pe3 BeJIMKU1 00CT TeHOMY TIIEHUII JOCTiIKEeH -
HS IIMX O3HAK TPUBAE B MeXax KapTyBaHHS i TTO-
LYKy CHUHTEHIl i3 BIIOMUMM IOCIiZOBHOCTSIMU
crnopinHeHux BuAiB [91]. Hani Oyne po3riasiHyToO
JesIKi TOMEOTHWYHI T€HHU IIIeHMIi, 110 0epyThb
y4acTh B pOOOTi MEpHUCTeM CYLBITTS Ta KBIiTOK.
JaHi 1m1oa0 poJii BimoMUX TOMEOTUYHMX TE€HIB B
MUIEHUII HaBeleHOo B TabJI. 2.

Mopdoiiorisa Kojoca MIIEHUILI — KiJIbKiCTb
KOJIOCKiB, (hopMa Ta KOPCTKICTh KOJIOCKOBOI JIyC-
KM, JIETKICTh OOMOJIOTY, JJAMKICTh KOJIOCA i HaBiTh
BHCOTA POCIIMHU — 3HAYHOIO MipOIO0 BU3HAYAETh-
cs TeHoM Q, K1 Ha3MBaIOTh TOJIOBHUM JIOKYCOM
onomaniHeHHs mueHui [109, 110]. Ha croroani
BiZmoMo, 1110 1iei reH € Apefala2-nonioHUM, TOOTO
TOMEOTUYHMM TE€HOM, UMM i MOXXHA TIOSICHUTH
ioro meiiorponHuii edexr [33, 111]. Ien O mire-
HUIII ITOXOAUTH Bim MyTalil i3 HaOyTTSAM (DyHKIIi1
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reHa-moIepeaHuKa ¢, SKMi 3apa3 € Moro pele-
cuBHuM ainejieM [110]. ITokazaHo, 1110 piBeHb €KC-
npecii nomiHaHTHOTO reHa  y KOJIOCi, JIUCTI i KO-
peHi HabaraTo BUIIUI ITOPiBHSIHO i3 PelieCUBHUM
anenieM q. binku Q Ta ¢ Binpi3HSIOTHCS 3a OTHUM
aMiHOKHUCJIOTHUM 3aJIUIIKOM, i 11€ MPU3BOJIUTH
110 e(DeKTUBHIIIIOI TOMOAMMEepU3allii IPOIYKTY I0-
MiHAHTHOTO aielio. 3MiHU B HYKJIE€OTUIHIN ITOCITi-
TMIOBHOCTI HE CTOCYIOTBCSI TIPH IIbOMY DPEeTyJISTOp-
HUX IiITHOK, 30KpeMa, TPUITYCTHMOTO CaiTy
3B’s13yBaHHs MikpoPHK [8, 111].

B pucy Ta KyKypya3u neTepMiHOBaHICTh KBIT-
KOBOI MEpUCTEMH, a OTKe 11 3aTHICTb YTBOPIOBa-
TH TI€BHY KiIbKICTh KBITOK BM3HAYa€ThCS EKC-
npecieo AP2-niopioHoro reHa [29]. Ha BigMiny
BilIl STUMEHIO, PUCY Ta KYKYPYI3H, B IKMX KBITKO-
Ba MEpUCTeMa € JEeTePMiHOBAHOIO i, BIAIIOBIIHO,
BU3HAaYEHA KiTbKIiCTh KBITOK B MeXKax KOJ0cKa, B
reKCaIIoigHOI IIIEHUII KiIbKiCTh (DepTUILHUX
KBITOK MOXe Iepe0dyBatn B Mexax 4—6 Ha OquH
KOJIOCOK, ake B IIbOTO BUAY KBITKOBAa MEpPHCTE-
Ma € HemeTepMiHoBaHoo [112]. BapTtum yBaru €
Te, 10 TeKCAIUIOINHI MIIEeHUII, SIKi HECYThb pelie-
CUBHUI anenab BXe 3ramaHoro AP2-nmomioHoro
reHa Q, MalOTh CHENBTOIMHUI KOJOC, B SKOMY
3MeHIIIeHa KiJIbKiCTh KOJIOCKIiB. JIMTuioinHa miie-
Hutg 1. monococcum € HOCIEM PelleCUBHOTO aJie-

JTIO ITHOTO TeHA 1 TAKOXK Ma€ CITeJIbTOITHUI KOJIOC.
HaBnaku, kyabTuBOBaHi niueHuti 7. furgidum ta
T. aestivum MamOTh HOT0 JOMIHAHTHUM ajieNb.
binbiry mopiBHSIHO i3 OQHO3EpHSIHKAMM Ta HOCI-
SIMU PELIECUBHOTO aJIeJII0 KiIbKiCTh KBITOK B T€K-
CaruIoigHOI Ta TeTPAIUIOIIHOI MINEHMII ITOB’SI3Yy-
I0Th i3 10303a1eXXHUM epekToMm reHa Q [6].
API-niopioHmii reH mmeHuui, WAPI (wheat
Apetalal), He BUKOHYE NMpUTaMaHHUX aHAJIOTid-
HUM TeHaM ABONOJbHUX (DYHKIIil, IpOTe BU3HA-
Yae Mepexi Bil BEreTaTUBHOTO 10 TeHEPaTUBHOTO
po3BUTKy [22, 25, 113]. Kpim Toro, B mireHuIIi
NpUCYTHiN iHmmMi API-monionuii reH, Ful2.
Amnagnoriuni renu pucy, OSMADS 14 ta OSMADS1S,
TaKOX BHM3HAYalOTh IIepeXil [0 LBITIHHS, a He
crienumdikaliiro opradiB KBitku [26, 30, 76]. Haii-
LIKaBIIIIM Y IIbOMY € T€, 110 iHIIIOIO Ta iCTOpUY-
HO Tepinoio Ha3Bow reHa WAPI € VRNI, to0to
reH, IO BiAMOBiga€e 3a YyTJIMBICTb POCIUHU
IO SIpOBU3Allil i BM3HAYa€ MeEpexia O0 LBITIHHSI
JIMIIE ITiC/Isl Oii Ha pOCIMHY HU3BKUX TeMIlepa-
typ. Ien VRNI excrnpecyeTbCsl $IK B JIUCTi, 1€
BiITIOBia€ 3a CIIPUIHSITTS CUTHAJTY OO LBITiHHSA,
TakK i B alliKaJbHIill MEpUCTEMI ITIaroHa, e BU3Ha-
yae nepexia 10 yrBopeHHs iopaibHO1 MepucTe-
mu. Excrpecis B IUCTI He 3a/IeXXUTh Bif JOBXHU-
HU CBITJIOBOTO JHSI, IIPOTE 32 YMOB HOBIoro ¢o-

Tabnuus 2
O3naku MopdoJorii Triticum, o MOXKYTh OYyTH OB’ SI3aHi 3 TOMEOTHYHUMH TeHAMHU
KoHTpob 1aHoi 03HAKM Y CIOPITHEHUX BUMIB
Tenu,
OsHaka 110 KOHTPOJTIOIOTh ITocunanusa
O0’exT Ien MexaHi3M xii reHa
Kyurinas tin3 (tillering inhibitor3) Oryza sativa MOCI (Monoculml) TeH poaunu saepHux 6inkis  [7, 100]
GRAS; perynioe akTUBHICTb
romeoTnuHux re’iB OSHI ta
OSTBI
®opma liguleless (Ig1, Ig2, Ig3) Zea mays liguleless Myb-6inku, o perymoTs |56, 83, 67,
JINCTKA eKcripecito romeoTuyHux re-  88—90]
HiB poauHu knotted 1
JlamkicTh brittle rachis br1-3 34, Oryza sativa Ten 3HaxomuThesi y ~ DUIOK, 11O MicTUTL romeo-  [117, 124~
Kosoca 3B, 3D cunTeHiuniii ginsn- AoMeH HD-ZIPI 127]
ui SHI1=Replumless
Arabidopsis
Octucricts  Hd (hooded) 44 Hordeum vul- Cunteniuna ginsu- 1eH POHVIH”.k”O”ed I (knox3), 127,70, 78,
BI (tipped1) 54 gare ka 4H xpomocomu ~ HAACKCIIPECIA AKOTO BUKJIN- 8084
B2 (tipped2)6B Hd (hooded)=barley Xa€ IICPETBOPEHHA OCT1 Ha

knox3 (bkn3)

BKOpPOYEHY JIYCKY i3 €KTOIi4-
HOIO KBiTKOIO
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TOIEpioay HaKOMUYEHHS NpoaykTiB VRNI npu-
3BOAMJIO IO akTuBalil TpaHckpumuii FLOWER-
ING LOCUS T (FT), npoayKTu SIKOTO MPUTHIUY-
I0Th eKkcrpecito reHa VRNZ2, cynpecopa ekcrpecii
reHa VRNI. TuM caMuM IiIBUIIYETHCS TpPaHC-
kpunitisi reHiB FTta VRN 1. Pe3ynbsraToM i net-
JIi TIO3UTHMBHOIO 3BOPOTHOTIO 3B’SI3KY € Iepexin
JIo 1BiTiHHS. MyTallii IpOMOTOPHOI IUISIHKU Te-
Ha VRNI nipu3BoAsgTh OO BTpaTU MOXKJIMBOCTI
3B’s13yBaHHs i3 Heto Oiika VRN?2. PesyiabraToMm €
MposiB SIpOBOro (DeHOTUIY, AOMiHaHTHOro [235].
IIItyyHo BukIMKaHa Hamgekcripecis reHa VRNI
y MIIEHUIli TPU3BOAMUTH IO Iy>Ke PAHHBOIO YTBO-
peHHs1 kosocy [114]. OTxe, B reHOMi IIIIEHUIII
MADS-renu kjnacy A He julle IpeacTaBieHi
BiIMIHHMMU BiJ TaKUX Y ABOJOJbHUX T'OMOJIOIra-
MU, ajie 1 BUKOHYIOTb MPUHIMIIOBO iHIIY POJib,
aJke BU3HAYalOTh HE YTBOPEHHSI OpraHiB KBITKHU,
a 3MiHy cneuu@ikailii anikajibHOI MEpUCTEMU i
YYTJIUBICTh A0 poTorepiony Ta spoBu3zauii. Kpim
TOro, iXHs eKCIIpecCis Yy MIIeHMI BiZOyBa€ThCs
He Yy (1opasibHiii MepucTeMi, a B MEpUCTEMi Ta-
roHa tay jucti. CBow poiab API-1oaiOHi reHu
MIIEeHUIl] peai3yloTh SIK TPaHCKPUIILiHI (ak-
TOPH, 110 3aIyCKaIOTh KACKaAUW PEeryJisiliii eKcrpe-
il 9K BJACHUX, TaK i iHIIWX TeHiB.

MopdoJiorist Kojioca 3/1aKiB BUBHAYAETHCST HE
muime MADS-00kc BMicCHUMMU, aje ¥ iHIIMMUA To-
MEOTUYHUMM TeHaMMU, SIKi MOXXYTb MaTH TOMEOI0-
MeH abo HajiexkaTu IO TPUTaMaHHUX POCIMHAM
IHIIMX POAMH TpaHCKpUIILiiiHuX ¢akTopiB. Haii-
OiIbII SICKpaBUM TOMY MPUKJIAIOM € MyTallis,
1110 3yMOBIJTIOE YTBOPEHHSI IIECTUPSIIHOTO 3aMiCTh
JIBOPSITHOTO Kojioca B stuMeHo. Kojoc mmkoro
nomnepenHuka sumeHio Hordeum vulgare spp.
spontaneum CKJIAda€ThCs i3 ABOX PsIiB KOJIOCKIB,
10 OHOMY i3 KOXXHOTo OOKY CTPMXKHS, i3 pyau-
MEHTapHUMM KOJIOCKAMM, PO3TallOBAHUMU IO
0okax. Taka OynoBa € KOpMCHOIO IS TTOLIMPEHHS
HaCiHHS TIic/s JJaMaHHSI KOJIOCKOBOTO CTPMIKHS,
aJXe TTOOAMHOKI KOJIOCKU JIETIIEe MOTParuIsiTh Ha
IPYHT B IIUIMHU MiX KamiHHsaM. IlosiBa 1iectu
PsIIiB KOJIOCKIB B 0fOMalllHeHOTo niasuay Horde-
um vulgare spp. vulgare, 1o Tpu 3 KOXHOTO OOKY,
3HAYHO MiABUIIMIA TPOAYKTUBHICTH POCIUHU
[115]. BcraHoBieHo, 110 MosiBa LIECTU 3aMiCTh
JIBOX PSi/IiB KOJIOCKIB TOB’s13aHa i3 peleCUBHOIO
MmyTali€w B reHi Vrsl (vulgare six-rowed spike 1),
KWW € TOMEOTUYHUM T€HOM i3 JICHLIMHOBUM 3i-
nepoM kiacy I, HD-ZIP 1. PeuecuBHa nipupona
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i€l MyTallii BKa3y€e Ha Te, 110 TPaHCKPUITLIMHUIA
¢akTop, 110 € mponykToM TeHa Vrsl, cympecye
¢opMyBaHHS (epTUILHUX OOKOBUX PSIIiB KOJOC-
KiB. B mimeHwuIi Ta XuTa BiACYTHI HaBiTb pydu-
MEHTU OOKOBUX KOJIOCKIB, TOMY € BAPTUM JOCIiJI-
JKEHHsI HasiBHOCTi OpTOJIOTiUHUX Vrsl reHiB y 1ux
BuiB [116].

JlamKicTh KoJ10Ca IIpUTaMaHHa OUIBLIIOCTI 11-
KMX BUIB 3J1aKiB, BOHA CIIPUSIE IOIIMPEHHIO Ha-
ciHHs. OoMalllHEHHS CyPOBOJIXKYBAJIOCh 1000~
poM (opM i3 LUTICHUM CTpUXKHEM KoJjoca. Jlam-
KW KOJIOC MPUTAMaHHUI JUKOMY ssumeHIo [116],
BuIaM pony Aegilops [117], nesskum MyTaHTam pu-
cy [118]. B mmeHuii 1aMKicTh KojJioca KOHTPO-
JIIOIOTh TeHU brittle rachis (br), po3raiioBaHi Ha
XpOMOCOMAaX TPETbOi TOMEOrpyIu. 3AaTHICTh 10
(¢parMeHTallii Kojloca 3yMOBJIEHA HASIBHICTIO 30H
abciu3sii, TOOTO CKUAAHHS, B3IOBX CTPUXKHS, B
TOYKaX MpUETHAHHS KojocKiB [119, 120]. ®op-
MYBaHHS II€BHUX TUIIB KJIITUH i3 IIEPiOANYHICTIO
€ pe3yJbTaTOM aKTMBHOCTI MEPUCTEMU CYLIBITTSI.
[Ilomo MoJIeKyIsIpHUX MEXaHi3MiB, sIKi JeXaTb B
OCHOBIi YTBOPEHHSI 30HM aOCLM3ii, BiZOMO, 110 Y
Arabidopsis B 1boMy OepyTb y4acTb TOMEOTHUYHI
reaun SHATTERPROOF1, SHATTERPROOF?2, urne-
Hu poruHu MADS [121]. IxHio ekcripecito nosu-
TUBHO PErYJIIOE iHIIWN reH 1i€i ponuHu — AGA-
MOUS [122] ta HeratuBHo — MADS-ren FRUIT-
FULL i romeob6okcHuit reH REPLUMLESS [123].
B TomartiB ren JOINTLESS, 1110 TaKOX HaJIEKUTh
10 MADS-poaunu, 6epe ydacTth y (popMyBaHHi
30HM aOcuM3ii M1oa0HOXKHU. [TokazaHa Takox
y4yacTh HesKux (pepMEHTIB B peallizallil 1LIbOTo
npoiiecy [124]. ¥ M’s1Koi MILIeHUII] JJaMKICTh KO-
Jioca IOB’si3aHa i3 reHaMM, PO3TalllOBaHUMM Ha
TpeTiii TpyIti xpoMocoM [63]; B suMeHIO Ha XpoO-
MocoMi 3H Takox po3araiiioBaHi OPTOJIOTIYHI Te-
HH, 110 KOHTPOJIIOIOTh JIaMKiCTh KoJjoca [125—
127]. B pucy 1aMKicTh Kojioca MOXK€ 3yMOBJIIOBa-
TH HM3Ka TeHiB, PO3TAIlIOBAaHMX Ha XPOMOCOMax
1,4, 7 a1l [11]. Ien gSHI pucy, po3raiioBaHui
Ha XpoMOcCOoMi 1, KoJlye roMeoJOMEH-BMiCHUIA Oi-
JIoK poguHu BEL, i nmoniMopdi3M 3a OTHUM HYK-
JgeotuaoM (SNP) B uboMy TeHi NPU3BOAUTH IO
BTpPaTU KOJOCOM 3JaTHOCTI 40 JaMKocTi [128].
XpomocoMma 1 pucy Ta xpomocomu 3H sumeHIo i
TPEThO1 TOMEOIPYIM IIIIEHUIII € CUHTCHIYHUMU,
MPOTe 3aCTOCYBAaHHS MOJIEKYISIPHUX MapKepiB He
J1aJIo 3MOTY BUSIBUTHM OPTOJIOTiIO Ie€HiB, 1110 3yMOB-
JIIOIOTh JIAMKICTh KOJIOCA B PHUCY, IIIICHUII Ta S4-
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MeHIo [125, 126]. Lle Moxe cBimunTH po BiACyT-
HICTh OPTOJIOTIYHUX T€HiB i MHOXWHHICTh CITO-
CcO00iB KOHTPOJIO JIAMKOCTiI KoOJioca B 3/1aKiB
[129]. TTpoTe He MOXHa BUKIIOYUTU HEBAAIUIA
Oigdip MOJIEKYJSIPHUX MapKepiB y JaHOMY JIO-
crimkeHHi. ITo3ask, ydacTb ToOMEOTUYHUX T'€HIiB
B KOHTPOJIi MOLIMPEHHSI HACIiHHS MOKa3aHa IS
HU3KU BUAIB, B TOMY YUCJI i CIIOPiAHEHUX MIIe-
HULIi, TOMY i Ja€ MigcTaBW IJis1 TOLIYKY T€HiB-
KaHAUAATIB HAa pOJib IeHa br MILIEHULIi caMe cepe
TOMEOTUYHUX T€HiB.

BucHoBKkM

PicT i po3BUTOK POCIUH KOHTPOJIOKOThH I0-
MEOTHUYHi reHu. MopdosaoriyHe piZHOMAHITTS
BEreTaTUBHUX i reHepaTUBHUX OpPraHiB POCIWH
3yMOBJICHO AYIMJIiKaILli€l0 i3 MOJaJbIIO CTPYK-
TypHOIO Ta/ab0 (YHKIIIOHAJbHOIO JAUBEPTeH-
i€l KoIiii. [oMeoTUYHi reHu € TPaHCKPUITLIili-
HUMHU (PakTopaMHu, sSKi MOXYTb MaTuU TOMEO-
Ta/a60 MADS-momenu, 1o 3B’s3ytots JHK.
Micuem excrnpecii TOMEOTUYHUX TeHIB € MEpUC-
TEMHU Ta IUTIOPUIIOTEHTHI KITUHU. TpaHCKpHUII-
HiliHi pakTopy — MPOAYKTU TOMEOTUUHUX TeHiB
MOXKYTb TPaHCIIOPTYBaTUCh MiX KJIITUHAMU Ye-
pe3 1miaazMoaecMu. [dnasg MoaenbHUX 00’ €KTiB
y4acTh TOMEOTUYHUX T'€HiB Y MOP(OOreHETUIHUX
mpolecax akKTUBHO BHUBYaAlOTh. Mg poay
Triticum 4epe3 BeJIMKUM 00CST TeHOMY Ta ajIoIo-
JIIUIOINHY HOro mpuUpoay Hapasi € HebaraTo Bi-
IOMOCTel MpO ydyacTb TOMEOTUYHUX TEHIiB
B KOHTPOJIi po3BUTKY. CMHTEHisI TeHOMIB ITIIe-
HUIIi Ta CIOPIAHEHUX BUiB OJHOMOJbHUX, a Ta-
KOX KOHCEpBaTHUBHICTb OYyIOBM TOMEOTUYHUX
TeHIB € MIAIPYHTSIM [JIsl OLIYKY IIMX FeHiB y Te-
HoMi mieHuli. [Toka3zaHa y4acTb TOMEOTUUYHUX
TeHiB y (pOpMyBaHHi TaKHUX O3HAK, SIK CIIEJIBTOII-
HiCTh KOJIOCA, O3UMICTh, (popMa JIMCTKA Ta JIUCT-
KOBOI ITiXBU, OCTUCTICTh.

D.O. Prokopyk, T.K. Ternovska

HOMEOTIC GENES AND THEIR ROLE
IN DEVELOPMENT OF WHEAT’S
MORPHOLOGICAL TRAITS

The information concerning major families of plant
homeotic genes, ways of their expression regulation and
role in plant morphogenesis is outlined. Role of known
homeotic genes in wheat development and growth habit
establishment is presented. A supposed role of homeotic
genes in major morphologic traits formation is discussed.
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M. A. Ipoxonuk, T.K. Teprosckas

TOMEOTHUYECKME I'EHbI 1 UX POJIb
B ®OPMUPOBAHUU I[TPU3HAKOB
MOP®OJIOTUN Y IMIIEHULIBI

IIpencrasiaeHa nHpopMairsi 06 OCHOBHBIX CEMENCT-
Bax TOMEOTMYECKMX T€HOB PACTEHUI, CIIOCO0ax peryisi-
LMY WX 9KCIIpeccuu 1 posii B MopdoreHese. O6CyxmaeT-
Cs POJIb U3BECTHBIX TOMEOTHUYECKUX TeHOB B Pa3BUTUU
MIIIEHUIIBI, a TAKXKe TpearonaraeMas pojib 3TUX T€HOB B
KOHTPOJIE OCHOBHBIX MPU3HAKOB MOP(OJIOTHH.
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