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ColiBeTue 3/IaKOB: OCOOEHHOCTV CTPOEHIS, pa3BUTUS
I TeHETMYEeCKOI perviasanum MmopdoreHesa
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1 DepepanbHbIit cCnefoBaTeNbCKII LeHTP UHCTUTYT LMTONOTUM 1 FreHeTHKn CUBMPCKOro OTAeneHns POCChitckol akaaemn Hayk, HoBocubupck, Poccus
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3 HoBOCMBUPCKIIT HALMOHANBHBIN UCCTIEA0BATENBCKII FOCYAAPCTBEHHDII yHuBepcuteT, HoBocmbupck, Poccus

3naku (Poaceae Barnh.) - camoe KpynHoe cemeicTBO NOKpbITOCe-

MEHHBbIX PacTeHWI, NPOM3PacTaloLLVX Ha BCEX KOHTUHEHTAX 3eMHOTO
LIapa 1 COCTaBNAIOLMX 3HAUUTENBHYIO YaCTb MHOTVX GMOLEHO30B.

K aTomy cemecTBY NprHaanexaT Takve BaXHble CeNlbCKOX03ANCTBEH-
Hble KYJIbTYpbl, KaK p1UC, KYKypy3a, NiLeHnLa, AYMEHb, POXb, Caxap-
HbIl TPOCTHUK. KauecTBEHHbIE U KONMUECTBEHHbIE XapaKTePUCTUKN
COLBETUIA 31aKOB HEMOCPEACTBEHHO CBA3aHbl C MPOAYKTUBHOCTbHIO 1
onpeaensTca 0Co6eHHOCTAMY Pa3BnTUA. B 063ope paccmoTpeHbl
COBpeMeHHble NMPeACTaBIeHNs O CTPOEHU 1 Pa3BUTUM COLIBETUI 3N1a-
KOB, @ TaKkXe pe3ynbTaTbl UCCNefOBaHMN FeHETUYECKUX MEXaHN3MOB,
perynupyowx ux bopmrposaHue. CoLuBeTUs BCeX 3M1aKOBbIX Xapak-
Tepur3yloTcsa o6Lel YepToi: LIBETKU Pa3BMBAlOTCA B COCTaBe onpeae-
NEeHHOW CTPYKTYPbl — KONOCKa, CTPOEHVE 1 06LLre YepTbl Pa3BUTUA
KOTOPOTO CXOAHbI Y BCEX 3M1aKOB. Y 6OMbLIMHCTBA NPefcTaBuTeNen
3/1aKOBbIX COLIBETVE MMEET CIIOKHOE CTpoeHue. [invHa 1 0co6eHHOo-
CTUN CTPOEHVIA FNAaBHOW OCU COLBETHSA, HaIMUMe 1 CTeNeHb BeTBIe-
HIIAA, PACMONOXeHVE 1 pa3BMTUE GOKOBbLIX BETOUEK 0OyCnaBnmnBaoT
607bLLOe pa3HOO6pasye B CTPOeHUN coLBeTMI. CIOXHble COLBETSA
3naKoB GOPMUPYIOTCA 13 MEPUCTEM HECKOTIbKMX TUMOB. Mepexoa ot
bYHKLMOHMPOBaHWSA OLHON MePUCTEMbI K IPYrOi — MHOFOCTyneHYa-
ThIli NPOLIECC, B Perysaumio KOTOporo BOB/eYeHO MHOXECTBO FeHOB.
leHbl, ynpaBnsioLyie pa3BUTMEM COLBETUA 3/1aKOB, OblIn naeHTMGMLK-
poBaHbl 61aroaaps NCMonb30BaHWIO MYyTaHTOB (B OCHOBHOM KYKypy3bl
1 prica), y KOTOPbIX HapyLieHa Mopdonorus coLBeTrs 1 LiBeTKa; 60/1b-
LIanA YacTb 3TVX FeHOB KOHTPONMPYET MHALMALUIO 1 CYbOYy MeprcTeMm.

Hannuve HEKOTOPbIX reHETUYECKNX MEXaHN3MOB, PErynmpyoLwmnx

pa3BuTME COLUBETUA 3/1aKOB, MOATBEPXKOAAOT MOAENN, PaHee OTKPbITble
Y ABYAONbHbIX paCTeHVII‘/'I. BmecTte c Tem nokasaHo, uto cywecTByoT
npouecchbl pa3snTnA, CI'IeLl,I/I¢I/NHbIe TONbKO AnA COLlBeTMM 3/1aKOB,
NMOABJIAOTCA HOBbIE MOLYNN B UX reHeTnYecKon perynaunn, B 4acT-

HOCTW CBA3aHHble C ¢OpMI/IpOBaHI/IeM pa3BeTB/IEHHOIO COUBETUA.

Kpome Toro, BaxKHbI aCMeKT reHeTuyecKoln perynaumum — Hanmume
«cnabbix» annenein, He Bbi3bIBaOLMX TEPATONOrMYECKUX HAapYLUEHWI
B CTPOEHUW COLIBETUA, HO BHOCALLMUX BKa B M3MEHUYMBOCTb KOSU-
YeCTBEHHbIX NPU3HAKOB MOJ KOHTPOIEeM FreHOB Pa3BUTHA, HaNnpUMep
reHoB curHanbHoro nyTn CLAVATA 3n1akoB. Hanvume Takmx «cnabbix»
annene, cBA3aHHbIX C NPOAYKTUBHOCTBIO, ABAAETCA OCHOBaHVEM AJ1A

VX JanbHeNLero Ncnonb30BaHNA B CENEKLMOHHbIX nporpammax.

KntoueBble crioBa: 3n1aKu; COLBETHUE; MepPUCTeEMbI; MOEHTUYHOCTb
Mepuctem; neTepMUHNPOBAHHOCTb MEPUCTEM.
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Cereal inflorescence: features
of morphology, development
and genetic regulation

of morphogenesis
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Cereals (Poaceae Barnh.) are the largest family of
monocotyledonous flowering plants growing on all
continents and constituting a significant part of Earth’s
many ecological communities. The Poaceae includes
many important crops, such as rice, maize, wheat, bar-
ley, and rye. The qualitative and quantitative charac-
teristics of cereal inflorescences are directly related to
yield and are determined by the features of inflores-
cence development. This review considers modern
concepts of the morphology, development and gene-
tic mechanisms regulating the cereal inflorescence de-
velopment. A common feature of cereal inflorescences
is a spikelet, a reduced branch that bears florets with a
similar structure and common scheme of development
in all cereals. The length and the structure of the main
axis, the presence and type of lateral branches cause a
great variety of cereal inflorescences. Complex cereal
inflorescences are formed from meristems of several
types. The transition from the activity of one meristem
to another is a multi-step process. The genes involved
in the control of the cereal inflorescence development
have been identified using mutants (mainly maize and
rice) with altered inflorescence and floret morphology;
most of these genes regulate the initiation and fate of
meristems. The presence of some genetic mechanisms
in cereals confirms the models previously discovered
in dicotyledonous plants; on the other hand, there

are cereal-specific developmental processes that are
controlled by new modules of genetic regulation, in
particular, associated with the formation of a branched
inflorescence. An important aspect is the presence

of quantitative variability of traits under the control

of developmental genes, which is a prerequisite for
the use of weak alleles contributing to the variability
of plant growth and yield in breeding programs (for
example, genes of the CLAVATA signaling pathway).

Key words: cereals; inflorescence; meristems; meristem
identity; meristem determinacy.



naku Poaceae Barnh. (Gramineae Juss.) — camoe kpyri-

HOE CEMENCTBO MOKPBITOCEMEHHBIX PACTEHHI, KOTOPOE

BKIroyaeT okoro 8 000 BumoB, 500 pomoB, 00BEIMHECHHBIX
B 60—80 Tpub u Heckonbko moacemericts (LBener, 1976),
MPOM3PACTAIONINX HA BCEX KOHTHHEHTAaX 3€MHOT0 Iapa u
COCTABJISIIOIINX 3HAYUTEJIFHYIO YaCTh MHOTUX OHOIICHO30B.
K aTomMy cemelcTBY NpHHAIIEkKAT TaKHE BaXKHbIE CEIbCKO-
XO3SIICTBEHHBIE KYNIBTYpBI, KaK IMIIEHHUIA, PUC, KYKypy3a, a
TaKXXe s’IMEHb, POXKb, OBEC, COPTO, ITPOCO, CaXapHBI TPOCT-
HUK ¥ Jip. BaykHOe 3KOHOMHYECKOE 3HAUEHUE 3EPHOBBIX
3J1aKOB, MPEXK/IE BCETO PUCA, MIICHUIBI, KYKypy3bl, STAMEHS,
1 HENPEKpaIaoIrecs padoThl MO CENEKIINU 3THX CETbCKO-
XO3SIMCTBEHHBIX KYJIBTYP TPEOYIOT IETaJbHOTO M3yUeHHs U
ITyOOKOTO MOHUMAHUSI MOJIEKYJISIPHO-TEHETHIECKUX MeXa-
HHU3MOB, JISKAIIMX B OCHOBE (DOPMUPOBAHUS XO3IHCTBEHHO
ICHHBIX IMPU3HAKOB, MPOLCCCOB aganTallluyu U pa3BUTUA B
nenoM. KadecTBeHHbIE M KOJTMUYECTBEHHBIC XapaKTEPUCTHU-
KI COIIBETHS 3J1aKOB HEMOCPEACTBEHHO CBS3aHBI C MPOAYK-
TUBHOCTBIO. OCO6CHHOCTI/I Ppa3BUTUA COLBETUSA OIIPEACIIA-
10T €T0 apXUTEKTYPy, U UICHTU(PUKAIMS TCHOB, YIIPABIISIO-
X Pa3BUTHEM COLBETHS, yCTAHOBICHNE UX CTPYKTYPHI
(yHKIMH — HEOOXOAMMOE YCIIOBUE /ISl ONPE/ICIICHHS] MHULIIe-
HEl HampaBJIEHHOTO BO3ACHCTBUS Ha MPOTPAMMBI PA3BUTHS
COLIBETHSI M HA CBSA3AHHBIC C MPOJYKTHBHOCTBIO IPU3HAKU
3J1AKOB.

Takum 006pa3om, n3ydeHne 0COOCHHOCTEN Pa3BUTHS COIIBE-
THH 371aKOB, B&YKHBIX 36PHOBBIX KYJIBTYP, UMEET OUCBHIHYIO
MPaKTUYCCKYIO 3BHAYNMOCTD. I/ICCHCZ[OB&HI/HIM TCHETUYCCKUX
ACTIEKTOB PAa3BUTHUS COLIBETUI TPAANUIIMOHHO YAEISIIOCH O0b-
I10¢ BHUMAaHKE, U OHHU TTO-TIPEXKHEMY aKkTyalbHbl. OCHOBHAs
LeJIb MPEJICTaBICHHOr0 0030pa — 0000MUTh PE3yIbTaThl
WCCIIEOBAaHNM, TTOCBAMICHHBIX M3YYEHUI0 0COOCHHOCTEH
Pa3BUTHS M TEHETHYECKOH PEryIsiiy MopgoreHesa CorBeTHit
3JIaKOB, INOJIYUYCHHBIX K HACTOAIIEMY BPEMECHU.

0Oco6eHHOCTN CTPOoeHUA

couBeTUI 31aKOB

YV npexncraButeneit cemeiictsa 3makoB (Poaceae) riBeTku co-
OpaHbI B COBETHS. Y BCEX 37IAKOBbIX, 33 HCKITIOUEHHEM OJTHOM,
paHo AUBEPrUPOBABIIICi BeTBH ojcemeiictBa Anomochlooi-
deae, couBeTHs XapakTepU3yIOTCs 0OIIeH YepTOd — IBETKU
Pa3BUBAIOTCS B COCTABE OIPE/ICIICHHOM CTPYKTYPbI — KOJIOCKA.
H.H. IIenes (1976) onpenens KOJIOCOK KaK IEMEHTapHOE
COI[BETHE 3JIAKOBBIX, & B COBPEMEHHOM aHIJIOSN3bIYHOMN JIUTE-
parype KOJIOCOK 00BIYHO PACCMATPHBAIOT KAK YKOPOUCHHYO/
penylLMpOBaHHYIO BETOUKY, IPU 3TOM TepMuH “‘spikelet”
o00o03HaYaeT MUHHATIOPHBIHN KoJoc (Malcomber et al., 2006).
VY Bcex 371aKOB KOJIOCOK MMEET CXOHOE CTPOCHHUE U 00IIme
4yepThl pa3BuThs. Kolocok OONBIIMHCTBA 371aKOB COJEPIKUT
[[BETKH, COCTOSIIINE U3 3aBSI3H, NMbIJIbHUKOB, JIOAUKYII, [[BET-
KOBBIX YEIyi, 3aKITFOYEHHBIX B KOJIOCKOBBIE YeIlnyu. MHOTO-
I[BETKOBBIN KOJIOCOK COCTOMT U3 ocH Koyiocka (rachilla), Ha
KOTOPOU TIOOYEPEIHO JBYMsI PsIIAMH PACIIONIOKEHBI [[BETKH,
3aKJIFOYCHHBIC B [[BETKOBBIC YCIIYH, & Y OCHOBAHUS KOJOCKA
pacrionaraercs napa Opaxreil (4euryeBH/HbIE MTPUIBETHBIC
JIMCThsI), HE UMEIOUIUX [BETKOB, BEPXHsSI M HIKHSS KOJIO-
cKoBbIe uenyu (glumae). Pa3mep KOJIOCKOBBIX YEIllyii 371aKOB
BapbUPYET OT OYEHB KPYIIHBIX, OXBATHIBAIOILUX BECh KOJIOCOK,
JIO MEJIKUX HJIH Ja)Ke TTOJTHOCTBIO PEyIIMPOBAHHBIX. B MHOTO-
[[BETKOBBIX KOJIOCKAX OHH YaCTO CXOAHBI MO CTPOCHHIO C

leHeTuKa pacTeHUn

HIDKHUMH 1[BETKOBBIMH uetnysiMu (L[Benes, 1976). V npex-

craBuTenei moacemeiicrea Anomochlooideae konocka xax

TAKOBOTO HET, HO UMEETCSI €T SKBUBAJICHT, JINILICHHBIH KOJIOC-

KOBBIX U LBeTKOBBIX eyt (Clark, Judziewicz, 1996). [Ton-

cemetricTBo Pharoideae — camasi paHHSIS YBOTIOIIMOHHAS BETBb,

y KOTOpoii HabmoaeTcst popMUpOBaHUE TUITMIHOTO KOJIOCKA

(Malcomber et al., 2006). Unciio 1BETKOB B KOJIOCKE 3J1aKOB

Bapeupyet ot 1 1o 10 (unorma mo 30). H.H. Lisenes (1976)

paccMaTpHBaeT OJJHOIBETKOBBIE U IBYXIIBETKOBBIC KOJIOCKHU B

Ka4y€CTBC pE€AYKINH NNEPBUYHBIX MHOT'OIIBETKOBbLIX KOJIOCKOB,

TI0JIarast, YTO IBOMIOIHS KOJIOCKOB IIIJIa IO Iy TH YMEHBIICHUS

YHCiIa IBETKOB, HO CaMH KOJIOCKH 0OPa30OBBIBAIIM CIIOKHBIC

cougerusi. S.T. Malcomber ¢ kosuteramu (2006) cooOator,

YTO MOSBIEHHE MHOTOLBETKOBOTO KOJIOCKA y 3JIAKOB ITPOHC-

XOJUT ITOCTIC OT/IENICHNUS HBONIIOIMOHHON BeTBHM Pharoideae.

Takum 00pa3oM, KOJIOCOK ITPEICTaBIISIET COO0I AlIeMEHTapHOe

COI[BETHE B COCTABE CIOKHOTO COLIBETHS 3JIAKOB.

CouBerrie HEMHOTOUHMCIICHHBIX HPE/ICTaBUTEICH 371aKOB
(mampumep, poaa Lygeum) TpencTaBIeHO €IMHCTBEHHBIM
TePMUHATHHBIM (BEPXYIIECYHBIM) KOJIOCKOM, y OOIBIIMH-
CTBa MPE/ICTABUTENICH 37IAKOBBIX OHO MMEET 00JIee CI0XKHOE
cTpoenue. JnMHa ¥ 0COOEHHOCTH CTPOCHUS INIaBHOW OCH
COILIBETHS], CTETICHb BETBIICHUS, PACIIOIOKCHNE U Pa3BUTHE
OOKOBBIX BETOUECK O0YCIIaBIMBAIOT OOJBIIOE pazHOOOpasue
B CTPOCHUU COLIBETUH 3JIAKOB.

B xyaccuueckoil TAKCOHOMUYECKON JINTEPATYPE KOJIOCOK
MPUHATO PAaCCMaTPHUBaTh B KAYECTBE aHAJIOTa I[BETKA KAK Tep-
MHHAJIBHON CTPYKTYpbl 00KOBOI ocu coueTHsi (Malcomber
et al., 2006), Ha OCHOBaHWH YETO COIBETHS 3JaKOB OBLIU
pasJiesieHbl Ha CIIETYIONIHEe THITHI:

1) xonoc — couBeTHe, y KOTOPOro KOJIOCKU HAXOJATCS HEIO-
CPE/ICTBEHHO Ha OCH KOJOCOBOTO CTEP)KHS (CHISYME KO-
JIOCKH), KaK y IMIICHHIIBI, KU U STIMEHS;

2) MeTelKa NpeCcTaBisieT co0ol pa3BEeTBICHHOE COLBETHE,
KOJIOCKH KOTOPOTO Pa3BHUBAIOTCS Ha OOKOBBIX OCAX (Be-
TOYKaX) pa3HoOro nopsaka. Meresnka BcTpedaercst y 00i1b-
HIMHCTBA MPEACTaBUTENEH 3J1aKOB, BKIIIOYAsi PUC, OBCHI,
COpro, mpoco;

3) KUCTh (MM KHCTEBUIHAS METEINIKA) — COL[BETHE, KOJIOCKH
KOTOPOT'O PaCIONIOXKEHBI Ha TJIABHOI OCH Ha HOXKKax (CTe-
OerpKax), HaIpUMep COI[BETHE MPeACTaBUTeNeH pona Bra-
chypodium (KOPOTKOHOXKA).

CorBeTure 371aKOB MOXKET OBITh KaK TEPMUHAIBHBIM (MIIH
BEpPXYIIEYHBIM), TAK U aKCHAIIbHBIM, (POPMUPOBATHCS B Ma3y-
Xax Jicra. Y OOJbIIMHCTBA 37TaKOB MOP(OIOTHS TEPMUHAITb-
HOTO M aKCHaJIbHBIX COIBETHH OJMHAKOBA, UCKIIIOUCHHE CO-
CTaBIISIOT peIcTaBUTENN TpUOBI Andropogoneae (Kykypy3a,
COpro, caxapHbIi TPOCTHHK), aKCHAIbHBIE COLIBETHS KOTOPBIX
MeHee pasBeTsieHbl (Malcomber et al., 2006). Haubosee sto
BBIPAKEHO y KYKYPY3bl Zea mays Ssp. mays, TEPMUHAIBHOE
COI[BETHE KOTOPOH (METeIKa) pa3BETBICHO, & aKCHAIBHOE CO-
1[BeTHE (IIOYATOK — KOJIOCOBUHOE COLBETHE C YTOJIIEHHON
OCBIO) HE Pa3BETBICHO.

Couserne npencrasuteneid TpuoOsl Triticeae, K KOTOpOMy
OTHOCATCA BaXXHBIC 3CPHOBBIC KYJIBTYPhI — IMIIICHUIIA, TYMEHb U
POXB, ITPEICTABIAET COOOI KOJIOC ¥ B HOPME HE Pa3BETBIICHO;
KOJIOCKH PacIOJIOKECHBI HEIOCPE/ICTBEHHO HA TIIABHON OCH
KOJIOCa, Ha YCTYIIaX KOJIOCOBOTO CTEPIKHSI. Y T'eKCarIoNTHOM
MATKOHN mmeHuns! Triticum aestivum L. (BBAADD) poct
IJIaBHOH OCH KOJIOCa IETEPMUHHUPOBAH U 3aKaHIUBACTCs hop-
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MHPOBaHUEM BEPXYIICYHOTO (TSPMUHAILHOTO KOJIOCKA), V ITH-
TUIOWIHOM rieHuns! 7. monococcum L. (AA) TepMUHAIBHBIN
KOJIOCOK JIHOO pyIMMeEHTapeH, Ju00 oTcyTcTByeT (Bonnet,
1936). B oTmume OT MIICHUITBI, POCT OCH KOJIOCA STUMEHS
Hordeum vulgare L. He NeTepMUHUPOBAH U KOJIOC HE HMEET
BEpPXYIIEYHOr0/TepPMUHAIIbHOTO Kojocka (Bonnet, 1936).

Uwceno maTepaibHBIX CHITYHX KOJNIOCKOB Ha YCTyMax Ko-
JIOCOBOTO CTEPIKHS MOYKET Pa3lINuarhCsl U SIBISETCS BKHON
TaKCOHOMUYECKOM XapaKTEPUCTUKON, OHO MOXKET OBITh (hHK-
CHpPOBAaHHBIM WJIH BappupoBaTh (Muramatsu, 2009; Sakuma
etal.,2011). Tak, y NIIeHUIIBI M P>KU HA YCTYIaX KOJIOCOBOTO
CTEep KHS PACIIONaraeTcs M0 OAHOMY CHJISYEMY KOJIOCKY, a Y
STIMEHS — TNOO0 OIWH (ABYPSIHBIHN KOIOC), THOO TPU KOJIOCKA
(twectupsaHbi konoc). HeukcnpoBaHHOE YHCIIO KOJIOCKOB
Ha ycTyne GopMHUpyeTcsl y mpencraButenei pona Elymus
(Muramatsu, 2009).

Oco6eHHOoCTN pa3BUTUA

COLIBETI/IVI 3/1aKoB

MepucTeMbl — 00pa3oBaresibHble TKAHH PaCTEHHH, CoJlepiKa-
IIH€ ITyJ1 CTBOJIOBBIX Ki1eToK (bareiruna, 2014). OcobeHHOCTH
APXUTEKTYPBI PACTCHUH B OOJBIIION CTEIICHH OTIPEISIISTIOTCS
AKTUBHOCTBIO TICPBUYHBIX MEPUCTEM, KOTOPBIC 3aKJIaIbIBa-
IOTCS B XO/I€ SMOPHUOHATIBFHOTO Pa3BUTHS, — AITUKAJIFHON Me-
puctemsl modera (ITAM) u xopast (KAM). Mepucremst [IAM
n KAM o0GecrieunBaroT pocT OCEBBIX OPraHoOB — robera u
IJIAaBHOTO KOPHSI — U (hOpMUPOBAHKE HAI3EMHOM H TTOJI3EMHOM
gacTell pacteHus. Bo Bpems BeretaTuBHOH (hasbl pa3BUTHSA
I[TAM nocnenoBarenbHO HHUIUHUPYET JIMCTOBBIE MTPUMOP-
iy (3adatku). B maszyxax smcra GopMHUPYIOTCS BTOPUIHBIC
aKCHAJIbHBIE MEPHCTEMBI, KOTOPBIC 3aTE€M Pa3BUBAIOTCS BO
BTOpHUYHBIe TT00eru. B pesynbrare nmepexoma pacTeHHs OT
BETeTaTUBHOM CTAANHU PA3BUTHA K TeHEPATHBHON TPOUCXOANUT
npeoOpa3oBaHUe aMMKATHHON MEPUCTEMBI ITOOETa B MEpH-
CTEMY HOBOTO THIIa — MEPHCTEMY COLBETHS. ¥ HEKOTOPBIX
BUJIOB pacTeHuid, Harpumep Arabidopsis thaliana (L.) Heynh.,
[TAM HanpsMyT0 HHUIIUAPYET MEPUCTEMY [IBETKA, Y 3JIAKOB
Pa3BHBAIOTCS IPOMEXKYTOUHBIE THITBI MepHrcTeM. [Tepexon oT
(hyHKIIMOHUPOBAHMSI OHOW MEPHCTEMBI K JPYTrod — CIIOXK-
HBII MHOTOCTYIICHUYATHIA TPOIECC, B PETYISIMIO KOTOPOTO
BOBJICYEHO MHOXKECTBO TeHOB. COIBETHE METEIbUaThIX 3J1a-
KOB, TaKHX KaK PUC, KyKypy3a (My»KCKO€ COLIBETHE), COPTO,
COCTOWT W3 ITIaBHOH OCH, [UIMHHBIX BETOYEK U KOJOCKOB, a
KOJIOC ITHICHHIIBI, PXKU M STYMEHSI — U3 TIIABHOM OCH M KOJIOC-
koB. Kaxkas 13 9TUX yHUKAJIBHBIX CTPYKTYP Pa3BHBACTCS U3
OTIPENIEIIEHHOTO THIIA CIICIIHATN3NPOBAHHBIX MEPUCTEM, HX
0OBIYHO HA3BIBAIOT B 3aBUCHMOCTH OT OPTaHOB, KOTOPBIM OHH
JTAIOT HAyaJlo, — MEPHCTEMBI BETOUEK, MEPHCTEMBI KOJIOCKOB
u nip. Takum 0O6pa3oM, CIOKHOE COIIBETHE 37TaKOB (popMUpy-
€TCs U3 MEPUCTEM HECKOJIbKUX THIIOB.

Kaxxnyro mepucteMy XxapakTepusyoT 1Ba OCHOBHBIX CBOM-
CTBAa: WICHTHYHOCTH ¥ JICTCPMHHAPOBAHHOCTH. M IeHTHY-
HOCTbh MEPUCTEMBI OIPEICNISIETCS 10 THITY 3a4aTKOB OPTaHOB,
MHHULUUPYEMBIX JaHHOW mepuctemoii (Bartlett, Thompson,
2014). lerepMuHUpOBaHHBIE MEPHUCTEMBI MPEACTABICHBI
IpyMIamMH KJIETOK, KOTOPBIE TOCTENEHHO PACXOAYIOTCS TTOCIIe
WMHUIHALH OTIPEeNIEHHOTO (KaK MPpaBmiio, (PUKCUPOBAHHOTO)
YHcIIa OPTaHOB, a HEJICTEPMIUHNPOBAHHBIC, HAITPOTHB, 00pa3y-
I0TCSI U3 CAaMOBO300HOBIISIEMOTO ITyJ1a KJIETOK U MPOJ0JIKAIOT
MIPOU3BOIUTE CTPYKTYPHI (CTeOeNb, TUCThS, BETOUKH, I[BET-
768

Vavilov Journal of Genetics and Breeding - 2018 <22 .7

0.B. Dobrovolskaya
A.E. Dresvyannikova

K1) Ha MPOTSHKSHUH KM3HEHHOTO 1MKJIa pactenuii (Bartlett,
Thompson, 2014). J{ist OOTBIINHCTBA IBETKOBBIX PACTCHUHN
JICTepPMUHUPOBAHHOCTH MEPUCTEMBI O3HAYAET MEPEX0/] K ycTa-
HOBJICHHUIO UJICHTHYHOCTH HBCTKOBOPI MEpHUCTEMBI, OJHAKO
37IaKU SIBIISIOTCSI UCKIIFOUYEHNEM, X MEPHCTEMBI COIBETHS
MOTYT OBITh J€TEPMHHHPOBAHBI CIOCO0aMH, KOTOPbIE TpeI-
MECTBYIOT WJIN HE CBA3aHBI C le/l06peTeHl/IeM UIACHTUYHOCTH
(hmopambHBIX MepucTeM. s (PEeHOIOTHIECKOTO OMMCAHNUS
Pa3BUTHS COIBETHS 3JIAKOB ObUIA MPEAJIOKEHA «TOMEOTH-
YeCKash» MOACJIb NEPEKIIOUYCHNUA UACHTUYHOCTU MEPUCTEM,
B paMKax KOTOPOH MEPHUCTEMBI IIPOXOISAT Uepe3 psf Hmocie-
JIOBaTEJIbHBIX MPE0Opa30BaHMU OT MEPUCTEMBI COLBETHS K
1BeTKOBBIM MepuctemaMm (McSteen et al., 2000; Laudencia-
Chingcuanco et al., 2002).

OOmas cxema pa3BUTHS COLBETHS 371AKOB BBIIVISIIUT CIie-
JIYIOILIM 00pa3oM: IIepexo]l K TeHepaTUBHOM (ase, Koryia aru-
KaJbHAs MeprcTeMa obera mpeodpa3yeTcst B MEPICTEMY CO-
IL[BETHSI, COTTPOBOXK/IAETCS OBICTPBIM YBEIMUICHHEM €€ pa3Mepa
1 HepeaKo cMeHo# duuioTakcuca (OpsiaKa pacioNIoKeHus!
opranoB otHocuTenbHO TiaBHOW ocn) (Taguchi-Shiobara et
al., 2001; Bartlett, Thompson, 2014). Jlanee Mmepuctema co-
BeTUsi GOpMHUPYET TIIABHYIO OCh COLIBETHS U JIaeT HAYaJlo
JaTepaJbHBIM MEpPHCTEMaM OOKOBBIX OCEH COIBeTHS (Ipyroe
Ha3BaHUE — MICPBUYHbIC aKCHAJIbHBIE MEPHCTEMBI COLIBETHUS
NI MEPUCTEMbBI BETOUCK Y METCJILYATBIX 3J18.KOB), KOTOpLIE, B
CBOIO OY€pe/ib, MOTYT /1aBaTh HAYaJIO JIaTepaIbHBIM MEPUCTE-
MaM CJIEAYIONIET0 NOps/IKa U Jajiee MOTYT 00 MpeKpamiaTh
pasBuTHE, TM00 NEPEXOTUTh K (POPMUPOBAHHIO KojTocKa. Ko-
JIOCKOBAsi MEPUCTEMA MOXKET OBITH IETEPMUHUPOBAHHOM, U €€
pa3BHUTHE 3aKaHYNBACTCS 3aKJIAKOH TEPMUHAIBHOTO IIBETKA
nocsie (OpMUPOBAHMS OIPEICIIEHHOTO, KaK MPaBHiIo, (HUK-
CHPOBAHHOTO YHCJIA [[BETKOB (PUC, KyKypy3a, SIMEHb), HIH
HEJICTEPMUHNPOBAHHON ¥ MHUIMUPOBATH HEONPE/ICIICHHOE
YHCIJIO [[BETKOB MEPEJ TeM, KaK JiereHepupoBarh (Opaxumno-
JTUYM, TIICHUTIA).

E.A. Kellog ¢ xomteramu (2013) npu uy4ueHun Mmopdoio-
' COUBETHUA 3JIAKOB NPEAJIOKNTIa IPUHUMATh BO BHUMAHUE
OTZAEIbHBIE KOMIIOHEHTHI (DEHOTHIA KaK MOAYIH, KOTOPbIE
MOT'YT KOMOMHHUPOBAThCS PA3IMYHBIMU CIIOCO0aMu, ¢ yde-
TOM 0COOEHHOCTEH X pazBuThsi. POPMUPOBAHHE MEPUCTEM
COIBETHS 371aKOB MOKET MITHU IO TPEM PA3INYHBIM ITyTSIM:
1) TepMUHHPOBATHCS PA3BUTHEM KOJIOCKA, 2) AaBaTh HAYAJIO
MepHCTeMaM CIISAYIOLIETO MOPsIIKa Ui 3) MpeKpalarh pas-
Butue. Eciu MepucreMa gaet Hadaso JlaTepaibHON MEepUCTe-
Me€ CJIEJTYIOIIETO ITOPsIIKa, TO 3Ta MEPUCTEMA, B CBOIO OYEPE/ib,
TAKKE€ MOXCT pa3sBHUBATHCA IO OJHOMY U3 TPEX ONHMCAHHBIX
BBIIIE ITyTEH U, 4TO BaXKHO, KaX/IbIH TAIl Pa3BUTHSI OCH ClIe-
JIYIOIIETo MOps/IKa HEe 3aBUCHT OT MPEABbIIYIIEro, TAKUM 00-
pas3oMm, B IIPOLIECCE IBONIOLIH MOTYT Pealln30BaThCs JH00bIe
koMOuHaIy. Tak, ec’au MepucTeMa COLBETHSI 1AaeT HAa4aslo
€IMHCTBEHHOHW KOJIOCKOBOW MEpPHCTEME, COIBETHE Mpe.-
CTaBJICHO €AMHCTBECHHBIM TEPMHUHAJIbHBIM KOJIOCKOM, YTO Y
3]IaKOB BCTpedaeTcs peako (poxm Lygeum). Y OONBIINHCTBA
371aKOB MEPHUCTEMa COI[BETHS AAET Ha4aIo JIaTepajIbHbIM Me-
pHrcTeMam, KOTopble JIM00 cpa3y TePMUHHUPYIOTCS Pa3BUTHEM
Kojocka (Brachyelytrum), 1n6o AaroT Ha4alo MEpUCTEMaM
ocell CIeayIOIIero Mopsijika, B pe3ysibTaTe 4ero mpoucXoanuT
BETBJICHUE COIBETUsA (MeTenbuaThie 31aku). [TyTtu passurus
MEPHCTEMBI COLIBETHS U JIATEPAIbHBIX MEPUCTEM, KaK IIPABHU-
110, paznuyarorcst (Malcomber et al., 2006). Takum oOpazom,
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MOAM(HUKALUE OCHOBHOW CXEMbI Pa3BUTHSI COL[BETHUS 3JIAKOB
MIPUBOIAT K pa3HOOOpa3uio (popM COIBETHI 37TaKOB.

Y prca MeprcTeMa COBETHS CHaYasla MHUIIMHPYET IIepBHY-
HBI€ aKCHAIIbHbIE MEPUCTEMBI (MEPHUCTEMBI BETOUEK), KOTOPBIE
JIAf0T HAyall0 BTOPUYHBIM AKCHAJIBHBIM MEpPHCTEMaM U Ha
GoJree O3THHX ATATAX PA3BUTHS — KOJIOCKOBBIM MEPHUCTEMaM.
Takum 00pa3oM, KOJIOCKOBBIE MEPUCTEMbI HHUIIUUPYFOTCS U3
MEPBUYHBIX U BTOPHYHBIX aKCHATbHBIX MEPHCTEM COLIBETHS, 1
KasK/1asi 1aeT HaqaJio OTHOMY (pepTHIIEHOMY LIBETKY, IBYM CTe-
PHIIBHBIM [[BETKOBBIM YEIIyHKaM M [Iape KOJIOCKOBBIX YEITyeK.
KomnockoBrle yentyiiku B OOJBIION CTENIEHH PeayIIHpPOBAHBI
n HazpiBatoTcs pyaumentapusiMu (Thompson, Hake, 2009).
Jlns couBeTnii KyKypy3bl U My»KCKOTO, M 5)KEHCKOT'O THIIOB Xa-
PaKTEPHO Pa3BUTHE MTAPHBIX KOJIOCKOBBIX MEPHCTEM, KOTOPBIE
BCTPEYAIOTCS TOJIBKO Y IpeacraBureneii Andropogoneae. He-
CMOTPsI Ha CYNIECTBEHHYIO Pa3HUILY B MOP(OJIOTUH KEHCKOTO
Y MY>KCKOTO COIIBETHI KYKYpPY3bl, PA3BUTHE HX UAET CXOIAHBIM
00pa3oM, 1 OCHOBHOE Pa3INine 3aKII0YACTCS B TOM, UYTO y
MY’KCKOTO COI[BETHSI (METEIIKH ) B OTJIMYHE OT )KEHCKOI'O COLIBE-
T (moyarka) popmMupyroTcs MeprcTeMbl BeTouek (Bommert
etal., 2005b; Thompson, Hake, 2009). I'taBHast 0cOOEHHOCTH
pa3BuTHs Kostoca npejcraButeneil Tpuosl Triticeae (TmeHu-
1B, STIMEHSI, PXKU U Jp.) — OTCYTCTBHE MEPHCTEM BETOUEK;
KOJIOCKOBBIE MEPUCTEMBI HHUITMHPYIOTCSI HETTOCPEICTBEHHO
MepUCTEMOH couBeTus. Pa3nuuus B pasBUTUM COLBETUH
MEKY OT/EIbHBIMU MPEACTABUTENISIMHI TPHOBI CBA3aHBI HE C
HaJIMYUEM/OTCYTCTBUEM CIIEIN(UYHBIX MEPUCTEM, a C 0CO-
OeHHOCTSIMU UX (yHKIHOHMpOBaHus. Tak, MepucTeMa co-
I[BETUS Y MATKON MIIEHUIIBI TEPMUHUPOBAHA, & y STUMEHS HE
JICTepPMHUHUPOBaHA, KOJIOCKOBAsI MEPHCTEMA MIIICHHIIBI, HAIIPO-
TUB, HE AETEPMUHHPOBAHA, a SUMEHS — JAETePMUHHUPOBAHA.
ITpu 3TOM y stumeHst pOpMUPYIOTCS TPH KOJIOCKOBBIE MEPHCTE-
MBI, IICHTPAJILHBIA KOJIOCOK BCET/Ia pa3BUBACTCS MOIHOCTBIO,
aJiaTepajbHble MOTYT OBITh JIN0O TTOTHOCTHIO Pa3BUTHI, JINOO
CTEpUIIbHBI (MM B HUX PA3BUBAIOTCS TOJIBKO THIYUHKN),
B pe3ysbTare 4ero (GopMHupyeTcs MO0 ABYPSIHBIH, THOO
mectupsiabiil kosoc (Pourkheirandish, Komatsuda, 2007).
Pa3Butne Kosoca MIICHUIBI UAET MO CIETYIOUIEMY ITyTH:
MepHCTEMa COIBETHSI MOCIIEA0BATEIBHO JaeT HAYaso Jiare-
pasIbHBIM MepHCTEMaM, KOTOPbIE Pa3BUBAIOTCS B JTaTepaIbHbIE
KOJIOCKH (KOJIOCKOBBIE MEPUCTEMEI ), TIOKa He chopMupyercst
TEepMHUHAIILHBIN (BEpXyIIEUHBIN ) KOIOCOK. Kaxnas narepainb-
Hast (KOJIOCKOBas) MEPUCTEMA Pa3BUBACTCS B €TUHCTBEHHBIN
JIaTepasbHbIi KOMOCOK, COCTOSIIMN M3 MHOXKECTBA LIBETKOB
(Bonnet, 1936). KosockoBast MeprcTeMa HHHITUAPYET OPTaHbI
KOJIOCKa M (h1opalibHOIT MEpUCTEMBI, KOTOPBIE MOSBISIOTCS
B CIICYIOUIEH MOCIEe0BATEIbHOCTH: MEPBBIMHI CTAHOBSATCS
Pa3ITUYUMbBIMU TIPUMOP/IMH JIBYX KOJIOCKOBBIX YElIyH, 3aTeM
MHULIUHPYIOTCSL (hriopasibHble MEPUCTEMBI M Ha UX niepude-
pun GOPMHUPYIOTCSI TIPUMOPANHU ABYX LBETKOBBIX YEUIYyH,
Jlaniee NpoMCXOaUT MU depeHnnpoBKa OpraHoB [IBETKa (ABYX
JIOIUKYJ, TIECTUKA U TPEX THIYMHOK). KOIOCOK MIIEeHUIIbI
HEJIETEPMUHUPOBAHHBIN U COCTOUT U3 HECKOJIIBKUX IIBETKOB,
KOTOpBIE pa3BUBAIOTCS aKporeTaisHo. HenerepMuanpoBan-
HBII XapakTep KOJIOCKOBBIX MEPUCTEM MPHUCYI] BCEM BUAAM
TIIICHHUITBI, HE3aBICUMO OT YPOBHS IutonaHocTy (Shitsukawa
etal.,2009). Uncno ¢pepTUIIbHBIX IIBETKOB B KOJIOCKE 3aBHCUT
OT OOIIEro YuCIa [BETKOBBIX MEPUCTEM M YHCJIA LIBETKOB C
THIOTITa3KeH. Y IIBETKOB TUCTANBHOMN 9aCTH KOJIOCKa O0HApY-
JKEHO JIBA THITA THUITOTIIIA3HUH: OPTaHbl [IBETKAa HHUIUHPYIOTCS,
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HO HE Pa3BUBAIOTCA MOJHOCTHIO (AUIUIOMIHBIC MIIEHUIIBI),
OpraHbl [IBeTKA 3aKJIA/IbIBAIOTCS U PA3BUBAIOTCS, HO [IBETKH
CTEPHJIbHBI (TETPAIUIONIHBIC U I'eKCAIJIONTHBIC BHJIBI ITIIE-
HUIl), B PE3yJAbTaTe Yero y AUIUIOUIHBIX BUJOB MIICHHIIBI
(epTUIILHBIM OKa3bIBACTCS TOJNBKO OANH 0a3alIbHBII IIBETOK,
y TETPAIUIONHBIX — Yallle BCETO JBa M Yy TeKCAIUIONIHBIX —
4eThIpe-IATh. TakuM 00pa3oM, reTepOXpOHHUs B Pa3BUTHUU
IIBETKOB KOJIOCKA Y BHJOB IILIECHUIBI Pa3HOTO YPOBHSA ILIO-
WJIHOCTH CITYKHUT NPUYMHON pa3In4nii B YKCIe 36PHOBOK B
KoJI0CKe 3pesioro koioca (Shitsukawa et al., 2009).

[TomaratoT, uto MeTenka — 6ojee MPUMHUTHBHAS (hopMa Co-
IIBETHS ¥ KOJIOC MOSIBUJICS TTO3/THEE B X0z1e 9Boutormu (Sakuma
etal., 2011).

leHeTnuecKas perynauus
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Kykypy3a (Z. mays) v puc (O. sativa) — MOIeTbHBIE BHIBI 3714~
KOB, Y KOTOPBIX T€HETHYECKas PETyIISIHS PA3BUTHS COL[BETHS
HaunOouee u3yueHa. [Ipex e Bcero, 3To CBsI3aHO C IOCTYITHO-
CTBIO TCHETHYECKHUX PECYPCOB, Pa3pabOTKON MONEKYIISPHBIX
1 OMOTEXHOJIOTMYECKHUX TTOX00B aHAIN3a TeHOMOB U PE3yIlb-
TaTOB CEKBEHUPOBAHUS FEHOMOB. TaK, y KyKypy3bl I10Jy4YECHbI
MHOTOUYHUCIJIEHHBIE MYTaHTBI C U3MEHEHHOW Mopdonoruei
COIBETHSI, @ PUC — IIEPBBIH BT 371aKOB, TCHOM KOTOPOTO OBIT
CEKBEHUPOBAH M K HACTOSIIIIEMY BPEMEHH XOPOLIO aHHOTHPO-
BaH, YTO JIaJI0 BO3MOXHOCTb TTO3UINOHHOTO KJIOHUPOBAHUSI.
Kpome Toro, y prca Xopoio pa3paboTaHbl METO/BI TPaHC-
(dhopmarnuu, u, TaKUM 00pa3oM, BO3MOXKHA (DYHKIIMOHATIbHAS
BaJIN/IAINA TIOJTyYEHHBIX PE3ylbTaToB. B mocienHee Bpems
YHCIIO MOJICIIBHBIX BUJIOB 3JIAKOB YBEJIMYMIIOCH U BKIIFOYAET
Brachypodium distachyon, ssamens H. vulgare, u HeJaBHO, —
CeTapuI0 UTANBIHCKYIO Sefaria italica (Bommert, Whipple,
2017). CuHTCHUS TCHOMOB 3JIaKOB ITO3BOJIHJIA IIPOBOIUTS IT0-
3MLUOHHOE KIIOHHPOBAHUE Y BUJIOB 3JIAKOB, C MEHEE M3yUeH-
HBIM T€HOMOM. [ €HbI, YIpaBIAIOINE Pa3BUTHEM COLBETHS,
ObUTH MAEHTH(UINPOBAHBI OJIaroiapst UCHOIB30BAHUIO MY-
TAHTOB (B OCHOBHOM KyKYPY3bl U pHCa), y KOTOPBIX HapyILlIeHa
MOP(]OIOTHS COLBETHUS U IBETKA; OOJIBIIIAS 4aCTh ITUX TEHOB
peryaupyer HHUIMANUIo 1 cyap0y MepucteM (Bommert et al.,
2005b; Sreenivasulu, Schnurbusch, 2012).

Ilepexon oT BEreTaTUBHON CTaiNU PA3BUTHS K T€HEPATUB-
HOW WJIM WHMIMALUS [BETCHUSI PACTCHUI MPOUCXOANT IO
JIefiCTBHEM BHEIIHMX M BHYTPEHHUX CTHUMYJIOB. DTOT 3Tall
Pa3BUTHS HE IIPOSIBIISETCSI MOP(OIIOTHUECKH, HO HA €T0 IPO-
TSDKCHUH TIPOMCXO/SIT BaYKHbIE (PH3HOIIOTHYECKUE N3MEHEHMS,
B OCHOBE KOTOPBIX JIEKAT MOJICKYIISIPHO-TEHETHUECKHE TIpe-
oOpa3zoBanus. VI3BECTHBI XOJI0Z0BOH, (DOTOMEPHOANIECKHIH,
rHOOePEIUTMHOBBIN 1 aBTOHOMHBIN CUT'HAJIBHBIC ITyTH HHTYK-
1y 1serenus (Jlyrosa u zip., 2010).

Ponb opTonoroB reHa LFY/FLO
B pa3BnTtnn COLI,BETI/II‘/'I 3J1aKoB
I'enbl opTONOTH IBYOIBHBIX MOAETBHBIX BUIOB Arabidopsis
thaliana LEAFY (LFY) u Antirrhinum majus FLORICAULA
(FLO) urpatot KIto4eByro poiib B popmupoBanuu (iopasib-
HOW MEpHCTEMBI, SIBJIASICh HHTErpaTopaMu MH(OpMaIum,
MOCTYHAONIeH OT pa3HbIX IMyTei nHnIuay nserenus (Jly-
TOBa u J1p., 2010). I'ers1 LFY u FLO xoaupytoT TPAaHCKPUITIH-
oHHBIE QakTopsl (TD), cierupuaHbIe TOTBKO IS PACTECHHH.
Y mytantToB flo u [fy HapymieH Mmetamopo3 nodera B IIBET-
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KM, 4TO MMPUBOJMT K (JOPMHUPOBAHUIO BEI€TATUBHBIX OOETOB
BMECTO IIBETKOB M I[BETKOB C AHOMAIHUSIMH. Y KYKYpPYy3bl
Z. mays ObUTM MICHTU(QHUIUPOBAHBI JABE KOITUH TOMOJIOTOB
ZFLI (Z. mays FLOILFY 1) vn ZFL2 (Z. mays FLO/LFY 2).
AHanu3 JABOMHBIX MyTaHTOB zf/I/zfI2 oOHapyXun HapyIie-
HUSI B LACHTHYHOCTH M JICTEPMHUHUPOBAHHOCTH (IIOPATIBHBIX
MEPHUCTEM U MY>KCKOTO, U )KEHCKOTO colBeTH. ['enbl ZFL1 n
ZFL2 skcnpeccupyroTcs B MEPUCTEMaX COIBETHS, BBICOKHIA
YPOBEHb SKCIIPECCHH HAOMIONACTCSl B MAPHBIX KOJIOCKOBBIX
MepHUCTEMax M COXpaHseTcs BO (IIOpabHBIX MEPUCTEMAX Ha
CTaJIN¥ MHUIIMALIAY OpraHoB IiBeTka (Bommert et al., 2005b).
[Marrepn sxcripeccun reHoB FLO/LFY nByIONBHBIX U TEHOB
ZFL1 v ZFL2 xykypy3bl COBIIAAET, YTO HAPSATY CO CXOJICTBOM
MYTaHTHBIX ()EHOTHIIOB MPEAIOIaracT KOHCEPBATHBHOCTD
(hyHKIHMIT reHOB OPTOJIOTOB y IBYAOIBHBIX U Z. mays. IlarrepH
skcripeccun rena puca RFL (rice FLORICAULA/LEAFY),
romonora FLO/LFY, otnn4aeTcs: TeH SKCIPECCHPYETCs B
aNMKaJIbHBIX yYaCTKAX Pa3BUBAIOIIETOCS COIBETHS HA PAHHUX
JTanax pa3BUTHsI, HO HE DKCIIPECCUPYETCS HU B IIEPBUYHBIX
W/WITH BTOPUYHBIX AKCHAIBHBIX MEPUCTEMAaX BETOUEK, HH BO
(iropanbbIX MepucTemax. Tpanckpuntsl FLO/LFY oOHapy-
JKEHBI B dnuAepMalbHbIX KileTkax jaucrta. N.N. Rao ¢ kosue-
ramu (2008) moka3anu, 9TO CHHKEHUE YPOBHS SKCIIPECCHH
reHa RFL BBI3BIBACT CYIIECTBEHHYIO 33JCPXKKY MEpexosia
pacTeHus K [IBETEHHUIO, BIUIOTh IO OTCYTCTBHS IIBETCHUS, a
MOBBIIICHHBIH YPOBEHB IKCIIPECCHHU ITPUBOANT K yCKOPEHHO-
My Tepexoay K IBeTeHHI0. Kpome TOoro, CHIKEHUE YPOBHS
skcnpeccuu RFL BIUseT HAa apXUTEKTYPy COLBETUS, YMEHb-
masi YUCI0 MEPBUYHBIX BETOUEK, COMEPIKAIINX HECKOIBKO
KOJIOCKOB C (hepTHIIbHBIMH IIBETKAMH, U TIPUBOJIS K TTOTHOM
peAyKLUMK BTOPUUHBIX BeTo4eK. [ [0HbII HOK/IayH SKCIpeccuu
RFL mpuBOANT K PEAYKIUH BTOPHYHBIX ITOOETOB PacTEHHS
(Rao et al., 2008). B 2012 r. 6puT OXapaKTEepU30BaH MYTAHT
puca aberrant panicle organization 2 (apo2), y KOTOpOro Ha-
011r0a710Ch YMEHBIIIEHHE Pa3Mepa METENKU U YHCIIA BETOUEK
B pe3yJbTare 0oJiee paHHEro Pa3BUTHSI KOJIOCKOBBIX MEPHCTEM
W HapyleHUs] Pa3BUTHsS [[BETKA, YKOPOUYEHHE IUIACTOXPOHA
(Ikeda et al., 2012). B pe3ynbTare MO3UIIHOHHOTO KIIOHHPOBA-
HUS OB BBIJICTICH TeH, OTBEYAIONIHI 32 MyTaHTHBIN ()eHOTHII,
uM oKasajicsa reH APO2, nieHTUYHBIN paHee U3yuYeHHOMY T'eHy
RFL (Ikeda et al., 2012). Taxum o6pazom, RFL (APO2) puca
SBIISIETCS. MAcCTEP-PETYIATOPOM PA3IMYHBIX TeHETHYECKHUX
MyTeH, YNpaBISIONMX MTPOIleCCaMH Pa3BUTHSL. Y MyTaHTOB
Ify apabuporicuca, 3KCTIpecCUpyromux rel puca RFL, Ha-
OrromaeTcs HEMoJIHOE BOCCTAHOBIICHNE (DYHKIMH, TAKMM 00-
pa3om, pyukimu reqoB LFY/FLO u RFL cOBIaarT TOIBKO
gactuaHo. Opronor FLO/LFY Ol BBIIETICH B TEHOME MATKON
muennis (Shitsukawa et al., 2006). Beiio ycranoBieHo, 4To
narrepH skcnpeccun WFL (wheat FLORICAULA/LEAFY)
B COLIBETUH CXOJeH ¢ RFL puca: reH He 3KCIIpeccCUupyercs B
I[BETKOBBIX MEpPHCTEMaX, TPAHCKPHUIITHI WFL 0OHapyKEeHBI B
TKaHSX Pa3BUBAIOILETOCS COLIBETHS U [IBETKOBBIX YELIYSIX, HA
OCHOBAHHH YE€T0 MPEANOIMKEHO, 9To U pyHKuuu RFLu WFL
B pa3BuTHH coretus cxomHsl (Shitsukawa et al., 2006). Takum
0o0pazoM, HaOIIOAACTCS YacTHYHAs JUBEPreHus QyHKIuUA
reHoB LFY (FLO) nBynONBbHBIX PacTEHHH, UTPAIOIINX KITIO-
YEeBYIO POJIb B (hopMUpOBaHUH (IIOPATBEHON MEPUCTEMBI, U HX
TOMOJIOTOB Y 3JIaKOB, Y KOTOPBIX TOMOJIOIMYHbIE TeHBI TAKKE
YYacTBYIOT B Pa3BUTHH COLIBETHS U BET€TaTHBHBIX OPTaHOB
(ren RFL).
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KOHcepBaTVIBHOCTb CUTHaJIbHOIO NyTU
CLAVATA-WUSCHEL, koopguHupytoLwero
nponudepauyuio n audpdepeHUNpPoBKY
KNeToK mepucrtem BbiCLLUNX paCTeHI/II7I
Yucio akcnambHBIX MEPUCTEM, THAIIUUPYEMBIX MEpPUCTEMaMHU
COLBETHS KYKYpY3bl M pUCa, 3aBUCHUT OT UX pa3Mepa U HaXo-
JIITCS TIOJT KOHTPOJIEM T'€HOB, TOMOJIOTHUHBIX TreHaM 4. tha-
liana CLAVATA (CLV1, 2, 3). Curnansubiid myTh CLAVATA-
WUSCHEL koopaunupyeT nposudeparuto u 1uhhepeHiu-
POBKY KJIETOK MEPHCTEM, SIBISISICE OCHOBHBIM B PETYIISIIIUU
roMeocTa3a MEPUCTEM BBICIIMX PACTCHHH, OH BIIEPBBIC OBII
oOHapy»KeH 1 u3yueH y apabuoncuca (Somssich et al., 2016).
I'er WUSHEL (WUS) xomupyeT TOMEOIOMEH-COIePKaIINi
TPAHCKPUIIIIMOHHBIN (AaKTOpP, KOTOPBIH AKCIPECCHPYETCS B
opranu3yromeM rnentpe (OLl) meHTpanbHON 30HBI aUKab-
HOH Mepuctembl. DyHKINS reHa — HOIepKaHue ITyJIa CTBO-
noBbIX KiIeTok (Mayer et al., 1998). Y myranTos clavata (clvi,
2, 3) apabuorncuca yBeJIuueHO YHCIIO0 KICTOK [ICHTPAIbHON
30HbI [IAM, 4TO NPUBOAMUT K YBEJIUYEHUIO YUCIA OPraHOB
I[BETKa, TIO/IOJIUCTHKOB, (hacumariin credst, GOpMUPOBAHHUIO
uiozia «marperika». Ha ocHoBaHHH 3TOr0 ObLJIO MPEAIIonoxKe-
HO, uT0 TeHbI CL} HeraTuBHO perymupyroT sxcnpeccuto WUS,
orpaHuuuBas 00acTh ero 3kcrpeccun B [IAM (Jlyrosa u ap.,
2010). I'ern CLV1 xoqupyeT TpaHCMEMOPaHHYIO PELIEITOPHY IO
kuHa3y, a CLV2 — penentop-momoOHbI OSIOK, UMEIOIIN
3HauMTeNbHOE cxozcTBO ¢ CLVI, HO Oe3 muToria3Marnye-
CKOTo KMHa3HOTO noMeHa. I'en CLV3 xomupyeT HEOOIBIION
CEKPETOPHBIH MenTu s 13 96 aMUHOKUCIIOT, conepxarmii CLE-
nomern (CLAVATA3 (CLV3)/ENDOSPERM SURROUND-
ING REGION (ESR)). benox CLV3 mpencrasnser coboit
JUTaH/I, KOTOPBIH cBsi3bIBaeTcs ¢ penentopamu CLV1, CLV2
(JIyroBa n ap., 2010; Somssich et al., 2016). I'en Kykypy3sI
THIK TASSEL DWARF 1 (TD1) xomupyet LRR-penentopayto
KHHa3y U romoniorudeH reny CLVI. MytaHTsl td] uMeroT
BBIPaKCHHYIO (DACIMAIMIO OCH KEHCKOTO COIIBETHS U CyIIle-
CTBCHHOE YBEIMYCHUE YHCIA PsIoB B movaTke (Bommert et
al., 2005a). Y myranra puca floral organ numberl (fonl)
HaOJoaeTcst yBeamdeHue pasmepa (GprropaibHOi MEpUCTEMBI
Y YKcIia OpTraHoB 1BeTKa; FONI koqupyeT OOk C BBICOKOH
crenenbro romosioruu ¢ TD 1w CLVI (Suzaki et al., 2004). Ten
OsLRK puca taxxe siBisiercsi CLV I-11ogo0HBIM I'eHOM, ero
caiiencusr B pesynsrare PHK-unTepdepennnn npuBoaut
K yBeIMUYCHHIO dncia opranoB meetka (Kim et al., 2000).
Hapsiny ¢ fonl y puca BBISBIEHBI IpyrHe MYTaHTHI, fon2-1,
fon2-2 u fon3, co CXOMHBIM (PCHOTHUIIOM COILIBETHSI, CBSI3aH-
HBIM C YBEJIMUCHHEM pa3Mepa MEPUCTEMBI COI[BETHS 1 YUCIIa
opranoB nsetka (Nagasawa et al., 1996; Jiang et al., 2005).
I'en xykypy3sl FASCIATED EAR 2 (FEA2) xonupyert Oe-
nok, romonormyHblil CLV2 (Taguchi-Shiobara et al., 2001).
VY fea2-MyTaHTOB CyIIECTBEHHO YBEIIMUCH pa3Mep MepucTe-
MBI COIBETUA, YaCTO YBCINYECH pasMEp aKCHAJIbHbIX MEPU-
CTEM couBeTHs U (IIOPATBHBIX MEPUCTEM, YTO NMPHUBOINT K
(OpPMHUPOBAHMIO TIOYATKA C YBEJIUYCHHBIM YHCIIOM PSJIOB H
JIOTIONTHUTEIbHBIX opranoB 1BeTka (Taguchi-Shiobara et al.,
2001). /IBoiiHbie MyTaHTHI td1fea? nMeroT Ooiee BBIPasKeH-
HBIH MYTaHTHBIH (DEHOTHII 1O CpaBHEHHUIO ¢ (hEHOTHIIAMH
KaKJIOTO OT/ICJIbHOTO MyTaHTa td ] U fea2, 4To mpeamnonaraet
MIPUHAUICKHOCTH TEHOB K Pa3JINYHBIM T€HETHUECKUM Ty TSIM
perymsanun (Bommert et al., 2005¢). bsuto mokazano, uto
CLV2 apabuponcuca Takke NPUHAAICKUAT HE3aBUCUMOMY

Plant genetics



CoLiBeTMe 3N1aKOB: 0COOEHHOCTU CTPOEHUS, Pa3BUTUA
1 reHeTUYecKow perynaumy mopdoreHesa

CUTHAJILHOMY IIYTH ¥ ()OPMUPYET PELENTOPHBIA KOMIUIEKC C
6emxom CRN (Miiller et al., 2008). HexaBHO 00HapyXeH erie
onuH reH KyKypy3sl FASCIATED EAR3 (FEA3), xomupyto-
nmii LRR-penentopryto kunazy CLV-tuna; MmyTtanuu resa
BBI3BIBAIOT CXOAHEIE C fea2 U td] GEeHOTHINIECKIE TPOSBIIC-
HUSI — YBEJIMYEHHE pa3Mepa MEPUCTEMBI COLIBETHS. J[BOHHbIE
MyTaHThI fea3fea2 umeror Oojee BbIPaKEHHBIH MYyTaHTHbIH
(heHOTHI, YTO MPEANOIAracT CUHEPTUCTHUECKOE B3aHMMO-
JieiicTBHE TeHOB U Hanmaue obmieid muteru (Je et al., 2016).
I'en skcnipeccupyeTcs B 00J1aCTH MEPUCTEMBI, OKPYKarOIIeit
OL1, u otBevaer Ha CLE (menTuaHbie) CUTHAIBI OT 3a9aTKOB
opranos (Je et al., 2016). O6napyskeHo, uto ren FEA2 xomno-
Kaju3yeTcs Ha reHeTudeckoil kapre ¢ QTL, ompenensiommm
YHCIIO PSIIOB 3€PEH B MOYATKE M, TAKUM 00pa3oM, MOXKET
MUMETh OOJIBIIOE 3HAYEHHUE JUIS MOBBIILICHHUS YPOXKAWHOCTH
(Taguchi-Shiobara et al., 2001). HaiineHsl «ciaOble» ajenu
TeHOB fea U fea3, KOTOPbIE YBETUYNBAIOT YHCIIO PIIOB 3€PEH
B [T0YATKE, HE BBI3BIBAS [IPU STOM HU3MEHEHHI B MOP(OIOTHH
couBeTus — ykopouenue win (acruanuio (Bommert et al.,
2013; Je et al., 2016).

I'en puca FLORAL ORGAN NUMBER 2 (FON?2) xonupyer
HEeOOJIbIIONH CEeKPETOPHBINH OEJIOK W SIBIISETCS MpelIoiara-
embIM oprosorom reHa CLV3 (Suzaki et al., 2004; Chu et al.,
2006). Y MmyTaHTOB fon2 HaOIIOAaeTCs yBEIMUCHNE Pa3MEPOB
[TAM, mepucTemMbl COLBETHS U QIOPATBEHBIX MEPHCTEM, YTO
MPUBOAUT K (DOPMHUPOBAHUIO CBEPXUMCIICHHBIX TEPBUYHBIX
BETOYEK W OpraHoB IBeTKoB (Suzaki et al., 2004; Chu et al.,
2006). Kpome Toro, y puca oOHapy» eH elie OJUH TOMOJIOT
CLV3 (FON2-related) — FON2 SPARE!I (FOSI); dynkiun
FON2 n FOSI BoIpoX/ieHbI Y HEKOTOPBIX reHOTHIIOB (Suzaki
et al., 2009).

Takum 06pa3om, curHaneHEIH myTh CLV gacTiaHO KoHCEep-
BaTUBEH Y O/THO/IOJIBHBIX U JIBYJOJIHBIX PACTCHHH; Y 371aKOB
BJIMSTHUE MYTAllMi T€HOB, MPHHAUICKAINX ITOMY IyTH, HE
OTPaHUYMBACTCS] MEPHUCTEMOH COLIBETHSI, & PACTIPOCTPAHSIETCS
W Ha MEPHCTEMBI, 3aKJIa/IbIBAIOIINECs MO3HEE B MpoIecce
pa3BuTHs (HarpuMep, IePBUYHbIC U BTOPHYHbIEC aKCHAIbHBIE
MEpPUCTEMBI COIIBETHS ), BBI3BIBasI CXOTHBIE 2(P(heKThI, CBA3aH-
HBIC C yBEIMUYCHHEM pa3Mepa MepucteM. OOHapyKECHHbIE
y 3J1aKOB OCOOEHHOCTHU CBSI3aHbI C MATTEPHOM JKCIIPECCUU
TOMOJIOTUYHBIX T€HOB U BBIPOXKICHHOCTHIO HEKOTOPBIX (PyHK-
nuil. Tak, Hanpumep, rex puca FONZ2 B otnuue ot CLV3 He
Y4YaCTBYET B PETYIISILIMU BETE€TaTUBHOTO Pa3BUTHSL, y pUCa OTY
¢yskuuto Bemonsstor FON2-LIKE CLEPROTEINI (FCP1)
u FCP2, nonaepxxuBatomue GpyHKuonupoBanne [IAM Ha
BEreTaTuBHOM ctanuu pa3utus (Suzaki et al., 2008). Kpome
TOTO, BaKHBII ACTEKT — HAJIMYUE KONMYECTBEHHON WU3MEH-
YUBOCTH B NPOSIBIICHUH MPU3HAKOB MO/ KOHTPOJIEM T'€HOB
curHanbHOro myti CLV y 371aK0B, UTO CIIYKHUT IPEIOCHUIKON
JUISL IICTIOJTB30BAHUSI «CIIa0BIX» ajuiesiel, BHOCSIIUX BKIaA B
N3MEHYMBOCTh POCTA ¥ NPOAYKTUBHOCTH PACTEHHI B CEIICK-
LMOHHBIX [TPOrpaMmax.

Pons opronoros rena WUS 'y 3makoB He BIIOJHE scHa. [lat-
TEpPH AKCIIPECCHN TYTUIMIIHPOBAHHBIX TOMOJIOTOB KyKYpY3bl
ZmWUSI v ZmWUS?2 npennonaraeT HECKOJIBKO OTIIMYHBIE OT
WUS ¢yukmm: o6macts sxcnpeccuul ZmWUS I iepexpbIBaeT-
cs ¢ OII mepuctemsl conerus, a ZmWUS2 skcnipeccupyercs
Ha nieprdepun MeprcTeMbl couBeThs. OTHAKO (yHKIHOHAb-
HOH OLICHKH 3TH T'€HBI HE UMEIOT, TaK KaK MYTaHTBI 110 HUM
noydensl He Opun (Nardmann et al., 2006; Je et al., 2016).

leHeTuKa pacTeHUn
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W3secten opronor rena WUS puca — TILLERS ABSENTI
(TABI wmm OsWUS). Ionaraiot, uto 7ABI urpaet BaXHYIO
pOJIb B MHHUIMALINK aKCHAIBHBIX MEPHUCTEM, TaK KakK MX 3a-
KJIa7Ku y MyTaHToB fabl ne npoucxoqurt (Tanaka et al., 2015).

B 1ienoM cneyeT OTMETHTb, YTO MOIYIIN CUTHATIBHOTO Iy TH
CLAVATA-WUSCHEL BbIcHIHX pacTeHHI PETYIUPYIOT aK-
TUBHOCTb MEPUCTEM BO BPEMs BCEX 3TAIIOB PA3BUTHA U POCTa
pacTeHus, BKIIOYasi U BET€TAaTUBHYIO, U PEHPOLYKTHBHYIO
CTaJMH, W TPEICTABIAIOT cOO0H (aKTOPBI, PEryaHpyroIne
YHCJIO OpraHoOB, MHULIMUPYEMBIX MECPUCTEMAMU.

Perynauna ¢popmmupoBaHus

AdKCMaJIbHbIX MepUucTemMm COLIBETI/II‘/'I 3J1aKkoB

'V 311aK0B Iy TH Pa3BUTHS alIUKAILHOW MEPHUCTEMBI COLIBETHS U
AKCHAJIBHBIX MEPUCTEM OTIIMYAIOTCS. Y MHOTHX 3JIAKOB (DHII-
JIOTAaKCUC MEPUCTEMbI COIBETHsI CHUPAJIbHBIH, a MEPUCTEM
BeToueK — ABypsanbIii (Bartlett, Thompson, 2014). MyTarmn
TCHOB, BIMSIOIINE HA MEPUCTEMY COLIBETHUS, MOTYT HE 3aTpa-
I'MBaTh OCTAJbHBIE MEPUCTEMBI U Vice versa. Hanpumep, TeHsl
optonioru barrenstalkl (bal) xyxypy3sl u LAX PANICLE]
(LAXI) puca HEOOXOIUMBI ISl HHUIUAINNA aKCHUATBHBIX
MepHCTEM M (OPMHPOBAHMS BETOYEK, HO HE BIMSIOT Ha
anmKanpHyI0 MepucteMy corpernsa (Komatsu et al., 2003b;
Galavotti et al., 2004). Mytauuu 3THX T€HOB BBI3BIBAIOT
CYIIECTBEHHOE YMEHBIICHHE YKCia BETOUEK U KOJOCKOB y
puca (Komatsu et al., 2001, 2003b) mim oTCyTCTBHE BETBIIE-
HUSE MeTenkn Kykypyssl (Ritter et al., 2002; Gallavotti et al.,
2004). I'er kKyKypy3bl bal yqacTByeT B KOHTPOJIE HHULIUALIUH
aKCHAJIbHBIX MEPHUCTEM BCEX HAI3EMHBIX 4acTel pacTeHus,
a LAX1 puca — tonbko cousetust. ['enst bal/LAX] xomupyioT
TPAHCKPUITLOHHBIE (JaKTOPBI C NIABHBIM JJOMEHOM «CITUpaIb-
neTst-crimpaisy (basic-helix-loop-helix, bHLH) (Komatsu et
al., 2003b; Galavotti et al., 2004).

I'er puca MONOCULMI1 (MOC!) HeoOxonum Ijisl UHU-
[IMAIIH aKCHAJIbHBIX MEPUCTEM BO BPEMsI BETETATUBHOIO U
TEHEPaTUBHOTO Pa3BUTHsSI. MyTaHT moc/ IUIIEeH BTOPUIHBIX
0OEroB, METEJIKa COIEPIKUT HECKOJIBKO BETOUEK U KOJIOCKOB
(Lietal., 2003; Oikawa, Kyozuka, 2009). B. Zhang ¢ xome-
ramu (2015) mokazamm, yro romonor MOC [ MATKOM MIIICHHIIBI
TaMOC1 (oGHapyx)eHO 82.6 % roMoI0ruy aMHUHOKHCIIOTHBIX
nocnenoBarensHocTeit MOC1 1 TaMOC1 ) ygacTByeT B KOHT-
posie pa3BuTHs Kojocka mumeHunsl. [east MOC1/TaMOC]
KOAMPYIOT TpaHckpunuuonnele dakropst (Li et al., 2003;
Oikawa, Kyozuka, 2009; Zhang et al., 2015).

B merenke myTanta barren inflorescence 2 (bif2) Kykypy3bl
HE Pa3BHBAIOTCSI BETOUYKH MIIM KOJIOCKH, F'€H HEOOXOUM JIJIst
MOAZIepKaHNs aKTUBHOCTH aKCHANIbHBIX MeprcTeM (McSteen
et al., 2000; McSteen, Hake, 2001). I'en BIF2 xopupyet
Ser/Thr nporenHkuHa3zy.

leHeTuYecKan perynaumsa ycTaHOBNeHUs
NAEHTUYHOCTN N AeTeEPMUHNPOBAHHOCTAN
KOJIOCKOBbIX Mepucrem
MyTanuu reHoB opronoroB branched silkless1 (bdl) xyky-
py3sl u FRIZZY PANICLE (FZP) puca npuBogst K Gpopmu-
poBaHMIO O4YeHb pa3BerBieHHOro comBeTus (Chuck et al.,
2002; Komatsu et al., 2003a; Zhu et al., 2003; Yi et al., 2005).
['eHBI KOAMPYIOT TPAHCKPUIIIMOHHBIE (DAKTOPHI ceMeiicTBa
APETALA2 (AP2). Y myrantoB bd! u fzp HapyIIeHBI HICH-
TUYHOCTb KOJIOCOBBIX MEPUCTEM U NEPEXOA K YyCTAHOBIECHUIO
BaBuWNOBCKMI XKYpHan reHeTUKN n cenekuyumn « 2018 « 22 « 7
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Cereal inflorescence: features of morphology,
development and genetic regulation of morphogenesis

WJICHTUYHOCTH (PIIOPAIbHBIX MEPUCTEM, B PE3yJIbTaTe 4ero
Ha MecTe IBETKOB (opMHPYIOTCS BeToUKH. CTETIeHb BBIpa-
JKEHHOCTH MYTaHTHOTO ()EHOTHIIA Y MYXCKOTO M KEHCKOTO
COLBETUH KyKypy3bl HE OJIMHAKOBA, IPH STOM y >KEHCKOTO
COIIBETHS M3MEHEHHUs 0oJiee BRIPaKEHBI: (POPMUPYIOTCS K-
TOIMYECKHE «BETOUKI U (pIIOpATbHBIE MEPUCTEMBI HE 3aKiIa-
neiBatotcsi. Oprosioru renoB BD 1/FZP BbiieneHbl B TeHOMaX
Brachypodium — mos1 (Derbyshire et al., 2013), meHuIs: —
WFZP (Dobrovolskaya et al., 2015, 2017; Poursarebani et al.,
2015) u stumenst — COM 1 (Poursarebani et al., 2015). Bee my-
TaHTBI UMEIOT CXOJTHbIE (DEHOTHIIBI COI[BETHSI C 00pa30BaHIEM
JIOTIOJTHUTEIIBHBIX KOJIOCKOB H/HIJIN «BETOYEK» Ha YCTYIaX CO-
L[BETHSI M [TATTEPHBI KCIIPECCHH, TPAHCKPUIITHI 0OHAPYKEHBI
B pasBuBaronuxcs comnpetusx (Chuck et al., 2002; Komatsu
etal., 2003a; Dobrovolskaya et al., 2015).CnenyeTr oTMETHTB,
YTO FeHbl OPTOJIOTU FZP 3KcnipeccupyroTcst He B MepUcTeMax,
a IPUMOP/IHSIX KOJOCKOBBIX YEIIyH.

I'en puca PANICILE PHYTOMER2/OSMADS34 (PAP2)
KOHTPOJIUPYET YCTAHOBJICHUE MJICHTUYHOCTH MEPUCTEM KO-
mocka (Gao et al., 2010; Kobayashi et al., 2012). I'en PAP2
komupyet SEPALLATA-niono6usnii T, comepxantuit MADS-
OoKkc. Y IBYIOJBHBIX, B YaCTHOCTH Yy apabjorcuca, reHbl
SEPALLATA (SEPI, 2, 3, 4) npunaanexar k E-kmaccy reHos,
HEOOXOIUMBIX TSt 00pa30BaHMUs (PYHKIIMOHATEHBIX OCITKOBBIX
KOMIUIEKCOB ¢ npogykramu ABC-reHoB, ux GpyHKIMN 4acTHY-
HO TIEPEKPBIBAIOTCS; Y TPOMHBIX MYTAaHTOB seplseplsep3
MEpUCTEMa [[BETKA CTAHOBHTCSI HEIETCPMHUHHUPOBAHHOHN M
OpraHbl IBETKA MPE/ICTABICHBI TOJIBKO YaIlICIIUCTUKAMU, a Y
YETBEPHOTO MyTaHTa sep [ sep2sep3sep4 BMECTO HaIICITACTH-
KOB Pa3BUBAIOTCSI JIMCTOIO00HBIE CTPYKTYpHI (JIyToBa u 1ip.,
2010). YV myranTa puca pap2 HaOJIONAOTCS HAPYILICHUS: B
CTPOEHHH COIBETHUS — (OPMHUPOBAHNE YBEIMUCHHOTO YHCITa
BETOYEK, B CTPOCHUH KOJIOCKA — Pa3BUTHE CBEPXUNCIICHHBIX
JIMCTONOIOOHBIX KOJIOCKOBBIX M I[BETKOBBIX YELIyH C 3KTO-
MTUYECKIMHU BETOYKAMHU U HApYIIEHHE B CTPOCHUH IIBETKOB.
‘YensieHHOE BETBIICHUE COLBETHS M Pa3BUTHE JIMCTOMOIOOHBIX
CTPYKTYp Y MyTaHTa FOBOPHT O YaCTHYHOH MOTEpe WCH-
TUYHOCTH KOJOCKOBBIX MepucTeM. ['eH sKcIpeccupyercs: B
MepHCTEeMax KOJIOCKa, HAOJIOAETCs MOBBIIICHUE YPOBHS
HKCIIPECCHH IPH YCTAHOBJICHUH HJICHTHYHOCTH KOJIOCKOBBIX
MepucteM. TakuMm obpazom, SEP y 3makoB mproOpeTaeT HO-
BYIO (D)YHKIIMOHAJIBHYIO POJIb, KOTOpAs 3aKJIIOYaeTCs B yCTa-
HOBJICHUH HJICHTUYHOCTH KOJIOCKOBBIX MeprcTeM. YacTHUHbIH
xapakTep norepu pyHknmuu rera POP2 puca mpenmnoiaraet
HaJIM4Ue APYroro rena (reHOB) U BBIPOXKICHHOCTh (DyHKINH
9THUX T€HETUYECKUX (haKTOPOB B YCTAHOBJICHUU HJICHTUYHO-
CTH KOJIOCKOBBIX MEPUCTEM.

Myranmu reHa puca aberrant panicle organizationl (apol)
BBI3BIBAIOT ITPEK/IEBPEMEHHOE YCTAHOBICHUE HICHTUYHOCTH
KOJIOCKOBBIX MEPHCTEM, U, KaK PE3yJIbTaT, YMEHBIIICHHUE BET-
BieHus conserns (Ikeda et al., 2005). I'ern APO! puca koau-
pyer 6enok, copeprxkanuii F-60kc, u oproiornuen UNUSUAL
FLORAL ORGANS (UFO) apabunoncuca, yakmust APO]
3aKJIF0YAeTCs B IOJABJICHUN YCTAHOBJICHUS MJICHTUYHOCTH
kosockoBbix Mepuctem (Ikeda et al., 2007). [TogoOHy*0
(hynukrwro Beimonuasiet red RFL (APO?2) puca. beito mokasaHo,
ut0 rensl APOI n APO2 neficTBYIOT COBMECTHO B KOHTPOJIE
pazButust conperust u nperka (Ikeda et al., 2012). B uenom
coBMecTHOE faeiicTBue reHoB APO1/APO2 cooTBETCTBYET
koperyssiunu renoB LEY/UFO apabunorncuca (JIyroa u 1p.,
772
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2010), ogHako crnenyeT OTMETUTh, YTO Ha Pa3BUTHE IIBETKA
reHsl APO2/RFL w LFY nefcTBYIOT IPOTHBOTIOIOKHBIM 00-
pasom (Ikeda et al., 2012), 9To OTpaskaeT BOIIOLUOHHYIO
JIMBEPIEHIIMIO ICHETHUECKUX MEXaHM3MOB, YIPABIISIOUIMX
pa3BUTHEM apXUTEKTYPbI COLBETUS pHca (OTHOIOIBHBIC) U
apabumoricuca (IByIONEHBIE).

Eme onun rex puca, JeiUCTBUE KOTOPOIO CYNPECCUPYET
YCTaHOBJICHUE HACHTUYHOCTH KOJIOCKOBBIX MEPHUCTEM, —
TAWAWAI (TAW1) ALOG-TpaHckpuniuoHHoro (akropa
(Yoshida et al., 2013). Y myranra tawawal-D akKTHBHOCTb
MEPHUCTEMBI COIBETUSI MPOJIOHTHPYETCS, a CHEUHU(DUKAIIHS
MepHCTeM KOJIOCKa, HAITPOTHUB, 3a]ICP>)KUBACTCSI, B PE3yJIbTATE
4yero (POpMUPYIOTCS YAJIMHEHHbIE BETOUYKH C yBEIMYCHHBIM
YHCIIOM KOJIOCKOB. Taknm 00pa3om, B pe3yibTrare CKOOpANHHU-
POBAHHOTO JICHCTBUSI TEHETHIECKHX (PAaKTOPOB, CIIOCOOCTBYIO-
[IMX YCTaHOBJICHHUIO MICHTHYHOCTU KOJIOCKOBBIX MEPUCTEM
(FZP wn POP2) n ux cynpeccun (APO1, 2 n TAWI), mpouc-
XOJIAT crienn(pUKALHSI KOJIOCKOBBIX MEPUCTEM U JIalIbHEeHIIIee
pa3BHTHE KOJIOCKA.

ITocne ycTaHOBIEHHS HACHTHYHOCTH KOJOCKOBBIX MEPH-
CTEM CIIeyIollee BaKHOE COOBITHE B MPOLECCE PA3BUTHS
KOJIOCKA — BBIOOD JIETEPMHUHUPOBAHHOCTH. Y 3JIAKOB JETep-
MHUHHPOBAHHOCTH KOJIOCKOBOM MEPHCTEMBI OMPEACIAETCS
KOHCEPBAaTHBHBIM MEXaHU3MOM, BKIIIOYAIOIINM JCiCTBHE
MukpoPHK172 u mumenn APETALA2-nopoOHOTO TpaHc-
kpunmuorHoro (axropa (Bommert, Whipple, 2017). ITomna-
TaloT, YTO MHOTOIIBETKOBBIN HEICTEPMUHUPOBAHHBIN KOJIOCOK
(menuna, B. distachyon) BO3HHK B MPOLIECCE IBOJIIOIMU
paHblIlle, YeM JeTEPMHUHUPOBAHHBIN (PUC, KyKypy3a, SUYMEHb)
(IIBenes, 1976; Bommert, Whipple, 2017). Myrauus rena
KyKYypy3bl indeterminate spikelet 1 (idsl) npuBomut K Qop-
MHUpPOBaHUIO cBepXxunciIeHHBIX BeTKOB (Chuck et al., 1998).
AxrtuBHOCTB TeHa IDS1 perymupyercs Tassel seed 4 (T54) —
sokycoMm, komupyromum MUkpoPHK, miR172 (Chuck et al.,
2007). Kpome Toro, 6pu1 0OHapyskeH mapaior rena /DS] —
SISTER OF IDS1 (SIDI); mokazano 4to ()yHKIIMH T'€HOB
IDSI u SIDI B peryasiuuy JeTePMUHUPOBAHHOCTH KOJIOCKA
KyKypy3bI BeIpoxkaens! (Chuck et al., 2008). Opronoru reHoB
IDSI n SIDI ¢ BBIpOXKACHHBIMU (DYHKIHSIMH B KOHTpOJIE
JIETEPMHHUPOBAHHOCTH KOJIOCKA OBbUT OOHApYKEHbI Y puca
U STIMEHSI, TI0OKa3aH KOHCEPBATHUBHBIN MEXaHN3M PEryssiiuu
JIETePMUHUPOBAHHOCTH Kojlocka MUKpOPHK —miR 172 (Lee
etal., 2007; Brown, Bregitzer, 2011; Lee, An, 2012). HenaBuo
OBUIO YCTAHOBJIECHO, YTO TIIABHBIM T€H JOMECTHUKAIUN ITIIe-
HUIBI — ) — MacTep-TeH, PeTYINUPYIOMIMI PsIJT BXKHBIX JUIS
JIOMECTHKALIMK XapaKTEPUCTUK KOJIOCA, SIBIISIETCS] OPTOIIOTOM
IDS1 xyKypy3bl, I MyTalliu B caiiTe cBA3bIBaHUA ¢ miR172
MPUBOAAT K U3MEHEHMSIM JICTEPMUHUPOBAHHOCTH KOJIOCKA,
BBI3bIBasI €I0 YIUIMHEHHE U (POPMHUPOBAHNE MHOTOYHCIICHHBIX
[IBETKOB Ha KOJIockoBo# ocH (Simons et al., 2006; Debernardi
etal., 2017).

leHeTUYeCKNN KOHTPOJb popMUpOBaHUS
MepucTtem, cneunduUHbIX gna oTaeNbHbIX
TAaKCOHOB 3J1aKOB

MyTtarmmu reHoB Ramosa (Ral, 2, 3) IpuBOOAT K HapyIie-
HUIO WJCHTHYHOCTH ITAPHBIX KOJOCKOBBIX MEPHCTEM CO-
LBETHS, ClICHU(UUHBIX TOJBKO JUISl IPEICTaBUTENEeH TPUOBI
Andropogoneae. Y MyTaHTOB KyKypy3sl ramosal (ral), ra2
u ra3 GopMupyIOTCS MHOTOUHCIICHHBIE YTTMHEHHBIC BETOUKH
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B MCTCJIKC U MOABJIAIOTCA YIJIMHEHHBIC «BETOUYKW» B ITOYATKE
(Vollbrecht et al., 2005; Bortiri et al., 2006; Satoh-Nagasawa
et al., 2006). I'enst Ral n Ra2 xomupytor T® cemeiicTBa
C2H2-nunkoBbie nanblbl 1 T, conepxkammii LOB-gomeH
(lateral organ boundary domain) (Vollbrecht et al., 2005;
Bortiri et al., 2006), a Ra3 konupyet Tperano3o-6-hocharayro
(docdarasy (Satoh-Nagasawa et al., 2006). Bce Tpu rena npu-
HaJUIeKaT OIHOMY TeHeTH4YeckoMy ITyTu peryisiiun (Tanaka
et al., 2015). Opronoru reHoB RA/ u RA3 yHUKaJIbHBI JIS
Tpubb1 Andropogoneae, oxHako Onu3kuii napanor Ra3 ¢ He-
oTIpeNieNIeHHON Ha HacTosmee BpeMs (QyHKInei oOHapyKeH
W'y IpyTHUX 371aK0B, HarpuMmep y rena HvSRA stamens (Satoh-
Nagasawa et al., 2000). B omuune ot RAI u RA3, crieru-
¢uunbx 1 Andropogoneae, OpTONOTH TeHa Ra2 WrpaioT
Ba)KHYIO POJIb B PA3BUTHH COLBETHS ITPEICTABUTENIEH 3IIaKOB.
Oprosor Ra2 Obu1 BBIIIETICH B TeHOME stuMeHs, Vis4 (Six-rowed
spike4)/HvRA2, MyTaliuy Te€Ha CBA3aHBI C OMpPEICICHUEM
(hepTHIABHOCTH JIATEPATBEHBIX KOJIOCKOB H BBI3BIBAIOT OTEPIO
JIeTepMHHUPOBAHHOCTH MepucTeMbl Kojiocka (Koppolu et al.,
2013). ITonararot, 9T0, HECMOTPS Ha KOHCEPBAaTUBHOCTH Ra2'y
Pa3JINYHBIX 3]1aKOB, TEHBI-MHUILICHN Y OPTOJIOTOB MOTYT OBITh
pasnuuHbIMU. ['eH HVRA2 perynupyeT pSAHOCTb KOJ0ca OI1o-
CpPEIOBAHHO, YePe3 PeryJsIInIo TeHa-MutieHn Vrs ! (HvHox1)
(Koppolu et al., 2013).

Takum 00pa3zom, HaJM4YHE HEKOTOPBIX TEHETHYECKUX Me-
XaHU3MOB, PETYINPYIOLINX PA3BUTHE COI[BETHUS 371aKOB, MO/~
TBEPKJAIOT MOJIENIH, PAHEE OTKPHITHIC y JIBYJOIBHBIX pac-
TeHuil. BMmecte ¢ TeM 04eBUAHO CyIIECTBOBAHUE MTPOLIECCOB
pa3BUTHSL, CTICIU(DUYHBIX TOJIBKO IS 3JIAKOB, M TOSIBICHNE
HOBBIX MOJYJICH MX T€HETHUECKOH PEeTyIsiN, B YaCTHOCTH
CBSI3aHHBIX C (POPMHUPOBAHUEM PA3BETBICHHOIO COL[BETHSI.
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