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IMpakTuyecku Bce BUIIBI MIIEHULIBI UMEIOT MPOCTOi Kojioc. cKiTtoueHueM siBJisieTcs TeTparuionaHas Tiie-
Huna TyyHast Triticum turgidum L., BeTBUCTOKOJIOChIe (hOPMBI KOTOPOI IIIMPOKO PACPOCTPAHEHbI U U3-
BecTHBI 0koJjio 2000 net. YTo KacaeTcs Apyrux BUOOB IMIIICHUI], MHOTOKOJIOCKOBBIE (DOPMBI BCTpEeUalOTCsI
peIKO, 1 MHOTOKOJIOCKOBBI/BETBUCTBIN KOJIOC OTHOCST K HecTaHAapTHIM MopdoTunam. H.U. Basuiio
B KaueCTBE OJHOI0 M3 MPUMEPOB, WITIOCTPUPYIOLIUX 3aKOH TOMOJIOTUYECKUX PSIOB B HACJEACTBEHHOM
W3MEHYMBOCTH, MTPEACTAaBUJI TIPU3HAK “BETBUCTOCTh KOJIOCA”, CBOMCTBEHHBI “HE TOJIbKO MHOTUM BUAaM
MIIEHUILBI U PXU, HO U MHOXECTBY JPYTMX POJOB C KOJIOCOBBIM COLIBETMEM WJIM KOJIOCOBOI METEeIKO”.
HccnenoBaHusi reHeTUYECKUX (haKTOPOB, JIEXKAIIUX B OCHOBE (POPMUPOBAHMS ITPU3HAKA “MHOTOKOJIOCKO-
BOCTh/BETBHMCTOKOJIOCOCTh”, U3yUeHHE OCOOCHHOCTEi pa3BUTHSI COLIBETUII HECTAHAAPTHBIX BETBUCTOKO-
JIoChIX (hOPM TIIIEHUIIBI TTO3BOJIMJIM TTOKA3aTh T€HETUYECKYIO MPUPOAY MapasuleIbHON HacJIeACTBEHHOI
M3MEHYMBOCTH 3TOTO ITpHU3HaKa. BmecTe ¢ TeM 06HapyXeHO, YTO IpyIIia MHOTOKOJIOCKOBBIX/BETBUCTOKO-
JIOCBIX JIMHUI reTeporeHHa, U1 B OCHOBE (hOpMUPOBAHUSI BETBUCTOIO KOJIOCA MOTYT JIeXXaTh pa3jInyHbIe Te-
HETUYeCKre MeXaHU3Mbl. B HacTos1ieM 0030pe MpencTaBieHa peTpoCcieKTUBa HayYHbIX UCCIIeI0BaHUA,
MOCBSIILIEHHBIX CO3/IaHUI0 MHOTOKOJIOCKOBBIX (DOPM MIIEHUIIbI, U3YYEHUIO TEHETUKHU TIPU3HaKa “MHOro-
KOJIOCKOBOCTb/BETBUCTOCTb KOJIOCA”, TIOKa3aHbl Pe3yJIbTaThl COBPEMEHHBIX UCCIIEI0BAHUI TeHETUYECKOM
peryJsiuuu MopgoreHe3a COlLBETHS 3JIaKOB C UCIOJIb30BAHUEM MHOTOKOJIOCKOBBIX JIMHUM B KaUeCTBE Te-
HETUYECKUX MOJIECIICH.
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M3ygas orpomMHOe pa3HOOOpasue KyJIbTYpPHBIX
pacTeHM U UX IMKUX ponndeil, Hukomnaii UBaHOBUY
BaBuiioB BriepBbie 0OpaTI BHUMaHUE Ha TeHETUYEe-
CKU O0YCJIOBJIGHHOE IMOJI00Ke U POACTBO MPU3HAKOB
B IIpeesiax BUIOB, a TAKKe 0oJiee KPYITHBIX TAKCOHOB —
pOIOB U CeMEMCTB pacTeHU. BEISIBIeHHE 3aKOHO-
MEPHOCTE B MPOSBJICHUMU IIOJMMOp(PU3Ma, yCTa-
HOBJIEHHE KJIACCOB MOJMMOpP(dM3IMa MO aHAJOTUU C
TOMOJIOTUYECKMMU PSITaMKi B OPTaHMYECKOIl XMMUU
MIPUBEIN K OTKPHITUIO 3aKOHA TOMOJOTUYECKUX PSI-
JIOB B HACJIENCTBEHHOII M3MeHYMBOCTH. Hukomait
HMBaHoBUY chopMyIMPOBaJl 3aKOH U BIEPBBIEC 10JIO-
Xui ero Ha TpeTbeM che3lie celeKIMoHepoB B I. Ca-
paTtoBe B 1920 r. 3aKoH HEOJHOKPATHO MyOJIMKOBAJICS:
CHayajla B BHUJE HEOOJIBILIOTO COOOIICHUSI B Tpyldax
Tperbero che3na ceaeKlMOHEpPOB, 3ateM B 1922 .
BhINIIA cTaThsa B Journal of Genetics, 1 B pacIimpeH-

HOM BHE OH ObUI OIlyO/MKoBaH B “TeopeTnyecKmux
ocHoBax ceyiekuuu” B 1935 1. [1].

3a croJieTue, Mpolleliilee ¢ OTKPbITUS 3aKOHA ro-
MOJIOTUYECKUX PSIIOB B HACIEACTBEHHOW M3MEHYU-
BOCTH, €r0 OCHOBHBbIE TIOJIOKEHUSI ObUIM MOATBEP-
KIIEHbl MHOXECTBOM IpuMepoB. bblna mnokazaHa
YHUBEPCAJIbHOCTh 3aKOHA B OTHOILIEHUU BCEX XKUBBIX
OpraHM3MOB, BKJIIOUasl MpeacTaBuTeseil apcTB pac-
TeHUii U XKUBOTHBIX. [Ipeacranisst hopmyy TOUHBIX
¢$aKkTOB, OCHOBAaHHBIX Ha 3BOJIOLMOHHOM YYEHUU
(o cioBam H.M. BaBuioBa), 3aKOH cTajl HEOThEM-
JIEMOM 4YacTbl0 COBPEMEHHBIX (DUIOTE€HETUUYECKUX
KOHLIETIW, MPUHILIMIIOB CPaBHUTEJIbHOM T'eHETUKU,
U3ydalolleil reHeTuYeCKrne OCHOBBI Mapajijieiu3mMa B
HacJeICTBEHHO M3MEHYUBOCTU W JETEPMUHAIIMIO
npu3HakoB U cBolicTB. Mneu H.M. BaBuiosa nomy-
YWJIW Pa3BUTUE B CAMbIX Pa3JIMYHBIX 00JIACTSIX COBPE-
MEHHOW CEJICKIINU.
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ITo Mepe pa3BUTHS METOIOB MOJIEKYIIPHOM OHO-
JioruM (poKycC MCCIeIOBAaHMI Hayajl CMEIIAThCsl B 00-
JIaCTh MU3YYEHUST MOJIEKYJISIPHBIX OCHOB TIapaslieJIbHOM
HACJICIICTBEHHON M3MEHYMBOCTH, BBISIBJICHUS TCHETH-
4eCKUX (haKTOPOB, IETEPMUHUPYIOLINX TOMOJIOTUYHbBIE
MPU3HAKKU Y TeHETUYECKU CBSI3aHHBIX TaKCOHOB. [1om-
XOJI, OCHOBAaHHBIM Ha WMCITOJIb30BAaHUM IIPUPOTHOTO
pa3HooOpasus Mo omnpeAeIeHHOMY NTPU3HAKY /WU
9KCIIEpMMEHTAJbHOTO MyTareHes3a, JeKUT B OCHOBE
TTO3UIIMOHHOTO KIIOHMPOBAaHMS TeHOB. [pyToii momxomn
BKJTIOYAET BBIJEIEHNE TEHOB 110 TOMOJIOTUY 1 UCTIONb-
3yeT METONbl CPABHUTEJIbHOM T'€HETUKU U TeHOMUKM:
Ha OCHOBE MIEPBUYHOIM CTPYKTYPHI TEHOB, JOCTAaTOY-
HO XOpOIIIO M3YyYEHHBIX Y MOJEIbHBIX BUIOB pacTe-
HUIi1, U TI0 €€ TOMOJIOTMHU BBIIEJISIIOT TEHBI Y APYTUX,
JacTo MeHee N3yYeHHBIX BUIOB. TakmM o6pa3oMm, 3a-
KOH O TOMOJIOTMYECKMX PSIax HACIEeICTBEHHOM M3-
MEHYMBOCTU MMeeT HeTTOCPEACTBEHHOE OTHOIIICHME
K MHCTPYMEHTaM COBPEMEHHOU CpaBHUTEIBLHOI Te-
HETUKU U TEHOMUKU.

H.M. BaBwioB B KauyeCcTBE IMIPUMEPOB, WJLTIOCTPU-
PYIOLLIMX BTOT 3aKOH, NMPUBOJIWJI COPTOBYIO (paco-
BYI0O) M3MEHYMBOCTb MpeacTaBUTEEe ceMelicTBa
371aKu, cpeau KOTOPbIX MOAPOOHO ObUIY MpeAcTaBIie-
Hbl HACJIEICTBEHHO Bapbupyollne Mopdoaoruye-
CKre TIpM3HAaKM COLBETUSI M Iuioma (3€pHOBKMH).
OauH U3 TaKMX MPU3HAKOB — BETBUCTOCTb KOJOCA,
KoTopas “...KaK pacoBBIil MIpU3HAK CBOWCTBEHHA HE
TOJIbKO MHOTUM BUJIaM IIIEHUIIBI U P>XXKU, HO U MHO-
JKECTBY JPYTMX POAOB C KOJIOCOBBIM COLIBETHMEM WU
KosocoBoii Metenkoii” [1]. MccmemoBaHusT 3TOro
Mpr3HaKa UMEIOT JOJTYI0 MCTOPHUIO, a B MOCJIeIHEE
JecsITUIETUE BETBUCTOKOJIOCHIE/MHOTOKOJOCKOBbIE
JIMHUM CTaJld IIUPOKO MCHOJIb3yeMbIMU MOIEJISIMU
JUTST U3YYEHUSI TeHETUKU Pa3BUTHS COLIBETUSI 3JTAaKOB.

B Hacrosiiiem 0630pe nmpencraBiaeHa peTPOCIIEKTH -
Ba HayYHBIX UCCACAOBAHMI, MOCBSIIICHHBIX CO3IaHUIO
MHOT'OKOJIOCKOBBIX (hOpM MNILEHUIIbI, U3YYSHUIO Te-
HETUKM MpU3HaKa “MHOTOKOJIOCKOBOCTh/BETBUCTOCTh
Koyioca”, ocoboe BHUMaHUE YIEeJISHO MCCIIeIOBaHU -
sIM T€HEeTUYEeCKOil peryasuuu MopdoreHe3a ColBe-
TUA 3JIaKOB C MCIOJb30BaHUEM MHOTOKOJIOCKOBBIX
JIMHUI B KaueCTBE FeHETUYECKUX MOIEIe.

MHOT'OKOJIOCKOBDBIE ®OPMbI IMIIEHUILIbI

IMpakTuyecku Bce BUABI IMIIIEHUIBI UMEIOT TIPO-
croil Kojioc. MckimoueHUeM SIBJISIETCS] TETPAILJIOUI-
Hag nmenuia tyaHas 7. turgidum L. (BBAA). BeTBu-
cTokojocheie ¢opMmbl 1. turgidum W3BECTHBI OKOJIO
2000 net, ITmmuwmit Crapmuii yimoMuHaJI UX ITof, Ha-
3BaHUEM ramosum U centigranum (23—79 rr. H. 2.) [2].
3a JOATYI0 WCTOPUIO CYIIECTBOBAHUS BETBUCTHIC
¢GopMBbI MIIEHULIBI TYYHOM NOIYYMIM MHOXKECTBO
pa3nngHBIX Ha3BaHMii: Miracle, Mummy, Egyptian,
Seven-headed m np. [2, 3]. B XVIII B. Kapn JImaneit
BBIIEIWUJI BETBUCTOKOJIOCYIO MIIEHUIY B OTIOEIbHBIA
Bun 1. compositum L. [2]. B nanpHeliieM cucTeMaTuKu
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paccMaTpuBaId ee Kak ocoOyio rpymny Buma 1. tur-
gidum WM eTo BETBUCTOKOJIOCHIE PA3HOBUIHOCTU. B
HaCTosIlee BpeMsl BETBUCTOKOJIOCHIE (hOPMEI BbIIE-
JneHsl B rpynny 7. turgidum convar. compositum (L.f)
A. Filat., koTopasg BKJIrogaeT B ce0sI OKOJIO IBaIIIaTH
pasHOBUOAHOCTEN: ramosolusitanicum Flaksb., na-
chitschevanicum Kulesh., alibekliense Thurn., columbi-
num (Alef.) Koern., cubinum Dorof., celvinum (Alef.)
Koern. 1 np. [2]. Bce 3tit BeTBUCTOKOJIOCHIE (DOPMBI
T. turgidum vimeroT oO1IMiA (PEHOTUIT KOJIOCA: TOIIOJI-
HUTEJIbHbIE KOJIOCKU PAa3BUBAIOTCS Ha GOKOBBIX OCSIX
(“BeToYKax”) KOJOCKOBOTO CTEPKHSI M HEIIOCpEeI-
CTBEHHO Ha YCTyIIaX KOJIOCOBOro cTepxXHs. Koioc
TaKOTO TUIIA MTOJIYYMJT Ha3BaHUE TYPTUIHOTO.

J. Percival [4] maeT metajbHOE OIMCaHHE KoJioca
TypruaHoro Tuna B MoHorpaduu “The Wheat Plant”:
BEPXHSISI YaCTh KOJIOCAa HOPMAJIbHOTO TUTIA C €AMHUY -
HBIMM KOJIOCKAMHU Ha YCTYyMax KOJIOCOBOTO CTEPKHSI,
Ha HECKOJIbKUX HUXKHUX YCTYIIaX pa3BUBAaeTC 110 JBa
KOJIOCKA, PACIIOJIOXKEHHBIX PSIOM IIOJ MPSIMBIM yI-
JIOM IpPYT K apyry. “Betoukun”, nim “BTOpUYHBIE KO-
JIOChs1” BapbUPYIOT II0 IJIMHE, HauOoJiee IIMHHBIC
JocturaioT 3—4 cMm, comepxaT 1Mo 10—14 KoJIocKOB,
3€pHOBKM KOTOPBIX OOBIYHO BUIHBI U3-IT0J KOPOT-
KMX KOJIOCKOBBIX Uelllyii. bazajibHble BTOpUYHBIE KO-
JIOChSI OOBIYHO PYAUMEHTApPHBI M1 HECYT MUHUATIOP-
HbIe KOJIOCKM (puc. 1).

HecmoTpsa Ha IMpoOKOE pacrnpocTpaHEHUE, BET-
BUCTOKOJIOCHIE MIeHULbI 1. furgidum He KyJIbTUBU-
pyIOTCs B 00JIbIIKMX MacluTabax. Apeaibl Mpouspac-
TaHUSI U DKOJIOTMYECKUE XapaKTEPUCTUKU TPYMII
T. turgidum convar. compositum v T. turgidum convar.
turgidum B 1I€JIOM COBIIAIalOT, OJHAKO Cpeau TUbeT-
CKOIO 3KOTHUIIAa BETBUCTOKOJIOCHIE (DOPMBI OTCYT-
CTBYIOT [2].

Cpenu nipencraBuTesieit TBepnoil mmeHnsl 7. du-
rum Desf. (BBAA) BeTBUCTOKONOCHIE (DOPMBI MEHEE
pacrpoctpaHeHns [2, 5]. B 1924 1. F.A. Coffman [6] co-
OOIIIMJI O TIOSIBJICHUM CITOHTAHHBIX MHOTOKOJIOCKOBBIX
MYTaHTOB B ITOCEBaX TBEPAOI MIIeHUIBI 1. durum cop-
Ta Mindum. ®@eHoTUN Kojioca OOHAPY:KEHHBIX MY-
TaHTOB OTJIUYAJICS OT TYPTUIHOTO TEM, UYTO IBa, pexKe
TPH, OOIOJHUTEIBHBIX CUASUYMX KOJOCKA pa3BUBa-
JIUCh HEIIOCPEACTBEHHO Ha YCTyIlaX KOJOCOBOTO
crepxHs. B 1952 r. M.M. SIkyGuimHepoM ObLIM 0OHA-
PY>XKeHbI BETBUCTOKOJIOChIE (hOPMBbI TBEPAOIi MIIIEHU -
bl B copTax AKMoanHKa 5 n I'opgendopme 10 u BoI-
JIeJIEHbl B HOBBIE Pa3HOBUIHOCTU ramosohordeiforme
Jakubz. u ramosoapulicum Jakubz. [5]. B.®. Jopode-
€B BO BpeMsI DKCIIeIULIMM Mo 3aKaBKaspio B 1961—
1964 1T. BBISIBUJI OpUTMHAJbHBIE (DOPMBI TBEPHOit
IMIIIEHULIBI C BETBUCTBIM KOJIOCOM — Var. ramosohordei-
Jforme v var. ramosoapulicum B eCTECTBEHHBIX YCIIOBU-
SIX MpOU3pacTaHUs IMIEHULBI, TIe BCTPEUYAIUCh
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JOBPOBOJIbBCKAA

Puc. 1. Koiochs mimeHuI1 pa3InIHbIX MOPMOTUIIOB. @ — KOJIOC CTaHAapTHOTo Tuta 7. aestivum; 6 — BETBUCTBII KOJIOC (MICTUH-
Hasl BETBUCTOCTb, genuine branching (GB), ramified spike (RS)) T. turgidum; 6 — mHoropsintsiii kosnoc (multirow spike, MRS)
T. aestivum; e — xonoc ¢ uctuHHoit BetBuctocThio (GB (RS)) 7. aestivum; 0 — Kooc ¢ TOpU30HTATBHBIMU TOTIOJTHUTEIbHBIMU
kojsockamu (horizontal spikelets, four rowed spike (FRS); ciHoHuM tetrastichon) 7. aestivum; e — KoJIOC C BepTUKaJIbHBIMHU 10~
MOJIHUTEJIbHBIMU KoslocKamu (vertical spikelets) 7. aestivum; sc — KOJIOC € JIOXKHO-UCTUHHBIM BeTBJIieHUeM (false-true ramifica-
tion, f-tR) 7. turgidum; 3 — Konoc c J1oxXHBIM BeTBIeHUeM (sham ramification, SHR) 7. jakubzineri. CTpenkoit o6o3Ha4eH 10-

299

TMOJTHUTEJIbHBII “I‘OpI/ISOHTaJ'[LHI:II/I

MHOTUE PA3HOBUIHOCTU TBEPAOUN, TYYHOU U MSITKOMU
MIIEHUIIHI [5].

BerBucrokonockie hopMbl 1 pOPMBI C IBOMHBIMH
KOJIOCKaMU ObUTY OOHApY>KeHbI y TETPATUIOWTHOM MIIIe-
Hunpl Buna 7. dicoccum (Schrank) Schuebl. (BBAA), oT-
Meuyajiocb TUOpPUIHOE TIPOMCXOXAEHUE HEKOTOPhIX
BETBUCTOKOJIOCHIX 00pa3LoB 3Toro Buaa. Mspenka set-
BHCTOKOJIOCHIE (DOPMBI BCTPEYAIMCh Cpeny 00pa3lioB
terparuionaHoro Buna 1. polonicum L. (BBAA) [4].

299

KOJIOCOK, 3BE310YKOI1 OTMEYEH NOMOJTHUTEIbHBIN “BepTI/IKaJ'ILHI:II/I KOJIOCOK.

JdunmongHble BUABI NIIEHUBI (AA) IMEIOT IIPO-
CTOI KOJIOC, BETBUCTOKOJIOCHIX (hOPM 3TUX BUIOB
TMIIeHUIIBI OITMCaHo He Oblo [2, 7]. UHIyIMpoBaH-
HbIE MYTaHThI C BETBUCTBIM KosocoM 1. monococcum L.
(A™A™) OBLIIM OJyYE€HBI 1-poM Yamashita Bo BTopoit
MOJIOBUHE IIPOIILJIOro Beka [8].

DdopmMupoBaHUe BETBUCTOTO KOJIOCa HE XapaKTep-
HO 1t MsiTkoi meHuisl 7. aestivum L. (BBAADD),
KaK ¥ U TeKCATUIOUIHBIX MIIeHUI] B 11esoM. [1o co-
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obmenuto F.A. Coffman [6] ¢popMbI MSITKO# MILIEHK-
bl C TOIIOJHUTEILHBIMM KOJIOCKAMH Ha yCTyIIax Ko-
JIOCOBOTO CTEP3KHS OBLTM oImrcaHbl Meunssier B 1918 T.
ITo ¢denorumny kosoca 3™ GOpMBI HAITOMHUHAIHA
CITOHTaHHBIX MyTaHTOB copTa Mindum TBepIoit e~
anksl. J. Percival ormmcwsiBaeT hopMupoBaHUE JOMOI-
HUTEIbHBIX (CBEPXYMCIIEHHBIX) KOJOCKOB y MSTKOM
miueHuLsl 1. aestivum, oOpaiiias BHUMaHUE Ha TO, 9TO
OHHU MOTYT pa3BUBaThecs 1) mom IpsIMBIM YIJIOM K OC-
HOBHOMY KOJIOCKY Ha OTHOM YCTyIe Wid 2) B ITapai-
JIETBHBIX TUIOCKOCTSIX OMMH Hapm Apyrum [4]. Yacro Ta-
KM€ JOITOJIHUTEIbHBIE KOJIOCKH (BTOPOTO TUIIA) PYIM-
MEHTApHBI, COCTOSIT M3 BUIOM3MEHEHHBIX KOJTOCKOBBIX
yelnyii, HO u3peaKa B HUX pa3BUBAIOTCS IO OJTHOMY—
nBa 3epHa. Hambojiee 4acTo HOIMOJTHUTENbHBIE KO-
JIOCKM IIOJIOOHOTO THMIIA BCTPEUYAIOTCS Y KUTANCKUX
COPTOB MSATKOI MIIEHUIIBI HAa 00Jiee MO3THUX MOobe-
rax, B TO BpeMs KaK II€PBBI KOJIOC BBITJISIAUT HOP-
MajbHBIM. [Ipr3HaK IIpOSIBIIsSIeTC He KaxKIbIii CE30H,
MOKET BO3HUKATh ITOBTOPHO [4].

BeTBucTokoiockle (OpPMBI MSTKOI ITIICHUIIBI
MOTYT IOSIBIISITBCS B pe3yJIbTaTe OTIAJICHHOM TMOpU-
nuzauuu [9, 10] u Bo3aeiicTBust MyrareHamu [11—14].
Tak, M.S. Swaminathan u coaBr. [14] cooO1IM O TOo-
JiygyeHuu mytaHTa N.P. 797 MsITKoi#1 TIIIIEHULIBI C TYPTUI-
HBIM TUIIOM KOJIOCa B pe3yJIbTaTe BO3IEUCTBUS U30TO-
oM S* Ha ceMeHa MATKOM MeHnUbl. JINHUY MATKOM
MIIEHULIBI C JIONOJHUTEIbHBIMU/CBEPXUNCICHHBIMU
KOJIOCKAMM Ha yCTynax ObUTH BhIAeIieHBI B.M. Meinb-
HUKOM [11] mpm oOpaboTKe ceMsIH MIIEHWIBI cCopTa
CapatoBckas 29 XUMUYE€CKUM MYTar€eHOM HUTPO30-
METUJIMOYEBUHOM.

CIOHTaHHO BETBUCTOKOJIOChIE (hOPMBI MSITKOM
TMIIEHULIBI TTIOIBIISIIOTCS penko. S. Koric [15, 16] coo6-
IIWIa O MOJYyYeHUU BETBUCTOKOJIOCOUN (hOPMbI MSIT-
KO TIIIEHUIIBI HA OCHOBE CMTIOHTAHHOTO MyTaHTa —
BETBUCTOKOJIOCOTO TEPATOJOTMYECKOTO pacTeHUs],
OOHapYXeHHOI0 Cpelr MOTOMKOB OT CKpeIlIMBaHUS
COPTOB MSTKOI TIIEHULIBI C HOPMaJIbHBIM KOJIOCOM.
deHoTHN KOJloca 3TOM (hOpMbI ObLT aHATIOTMYEH TYpP-
rugHoMy KoJiocy T. turgidum convar. compositum.
IMpusHak cTabMIILHO HACJIEAOBAJICSI W ObLI TIEpEHE-
CEH B pa3IMuHbIe COpPTa MSTKOI TIIIEHULIbI, KOTOpbIE
ObLIIO MPEIJIOXKEHO BBIICIUTH B OTAEIbHYIO TPYMITY
T. aestivum ramifera S.K. Eie omHuUM IIpuMepoM
CIMIOHTAaHHOTO 0Opa30BaHUSI MHOTOKOJIOCKOBBIX (hOpM
MSITKOM TMIIEHULIBI siBJIsieTcsl TubeTcKasi TpeXKOJIOCKO-
Bag mueHuua 1. aestivum L. conv. tripletum [17].

PA3JIMYHBIE MOP®OTHUIIbI
MHOTI'OKOJIOCKOBLIX ®OPM IMIHEHMWIIbI

Co BTOpOI1 MOJOBUHBI MPOILJIOTO BeKa IJIsT OMU-
CaHMsI BETBUCTHIX KOJIOCHEB U KOJOChEB C TOTOJTHU-
TEJIbHBIMU CUOSYUMU KOJOCKAMHU Ha YCTymax ObLIO
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MPEMIOXKEHO MCITOJb30BaTh ONWH OOIIWI TepMUH
“supernumerary spikelets, SS” — Kos0c co cBepX4nc-
JIECHHBIMH KosockaM¥ [18]. TepMuH TToaydiI Impo-
KO€ pacIipoCcTpaHeHUe U UCTIONIb3YETCSI B HACTOSIIICE
BpeMsI IJISI OMMCAaHUS BCEX MHOTOKOJIOCKOBBIX (DOpM
MMIIEHUIIBL.

I'pynma MHOroKoJiockoBbIX hopM (SS-dopm) riie-
HMIIbI TETEpOreHHa. Y3Ke B paHHUX pabotax S. Koric [15,
16], A.L. Pennell u G.M. Halloran [ 18] Belaessiu nBa
tuna. IlepBblil TUIT MOJYYMIT HA3BaHUE “KOJIOC C UC-
TUHHOM BeTBUCTOCThIO” (Ramified Spike, RS; cuHo-
HuM — Genuine Branching, GB), y kotoporo Ha0J1o0-
naeTcss (hopMUpoOBaHUE OOKOBBIX OCeil/“BeTouek” M
JIOTIOJTHUTEJIbHBIE KOJIOCKM pPa3BUBAIOTCSI KaK Ha
yCTyTIax, Tak ¥ Ha “BeToukax”’. K aToMy THUITy OTHOCUTCSI
TYPTUAHBINA TUT BeTBJIeHUs 1. furgidum. Y BTOpOro Tuma
MHOTOKOJIOCKOBBIX (DOPM JOIMOJIHUTEJIBHBIE KOJIOCKHU
cunsture U (OPMUPYIOTCS HETIOCPEICTBEHHO Ha YCTY-
TaxX KOJIOCOBOTO CTEPXKHSI, Yallle BCETo MO JIBa KOJIOCKa
Ha ycryne. Takoit TUIT oJy4rsT Ha3BaHWe YeThIPeXpsili-
HbIit KoJtoc (Four Rowed Spike, FRS; cunoHuM tetras-
tichon), oH BcTpeyaeTcst Kak y TETparuIOUIHbBIX BUIIOB
T. durum v T. turgidum |6, 19], Tak u y reKcarioua -
Hoit mueHuusl 7. aestivum [20].

P. Martinek 1 J. Bednar [20, 21] B 3aBUCUMOCTHU OT
B3aMMHOTO PACITOJIOKEHUS TOTTOJTHUTEIbHBIX CUIST-
YUX KOJIOCKOB Ha YCTyIax KOJIOCOBOTO CTEPKHS
MMIIICHUIIBI TIPEIIOXUIN BBIIEISATh HECKOIBKO He-
CTaHAAPTHBIX MOP(MOTUITIOB KoJjioca (puc. 1):

1) MHOTOPSIAHBIN KoJioc (multirow spike, MRS) —
KJIAaCTEPhl CBEPXUMCICHHBIX KOJTOCKOB (10 10 Kojoc-
KOB) PACITOJIOKEHBI HAa OJHOM YCTYIle KOJIOCOBOTO
crepxHs [20, 21];

2) ropusoHTalbHEIe Kojocku (horizontal spike-
lets, HS), cunonumM ‘tetrastichon sessile spikelets’ —
IIBa VIJTU TPH KOJIOCKA PACITOJIOXEHBI Ha YCTYTIe KOJIO-
COBOTO CTepXXHSI B TOPU3OHTAIBHOM IIJIOCKOCTH, K
3TOMY MOPGMOTHITY OTHOCHTCSI OITMCAHHBIN BBIIIIE
FRS [20, 21];

3) BepTUKaIbHBIEC, WM TapHbie, Kojocku (VSS,
vertical sessile spikelets) — mapa KoJOCKOB pacmojo-
JKeHa Ha yCcTyne OJMH Han IPpYruM B MapajuleIbHbIX
TIJTIOCKOCTSIX, 3TOT (DEHOTHUIT TakkKe Ha3bIBaau “ba-
nana spikelets” nmu “tween spikelets” [20—22];

4) mopdoTurn “UCTUMHHOE BeTBJIEHMWE KoJjoca”
(Genuine Branching, GB) NoJHOCTbIO COOTBETCTBY-
eT omMcaHHOMY paHee ¢eHoTuny RS/TyprumHbrit
THIT BETBJIEHUS KoJroca [15, 16, 18].

Hapsny ¢ cTHHHOI BETBUCTOKOJIOCOCTBIO MSTKOM
MINEHUIIBI KOJOoC TIuIeHuunsl Baunosa 7. vavilovii
(Thum.) Jakubz. (BBAADD) yacTo Takke Ha3bIBarOT
BeTBUCTBEIM. OmHaKO (DEeHOTUIT KOJIOCA CYIIIECTBEHHO
OTJIMYAETCs OT KOJIOCA C TYPTUIHBIM THUIIOM BETBJIE-
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HUS, TaK KaK JOIMOIIHUTEIbHBIE KOJIOCKM Ha yCTyITax
KOJIOCOBOTO CTEPXKHS 3TOI IMIIIEHUILI He pa3BUBa-
I0TCsI, a HaOmogaeTcsl YIIMHEHUEe OCH KOJOCKa, Ha
KOTOpOI hopMUpyeTcs MHOXKECTBO IIBETKOB [2]. Ta-
KOM TUIT BETBJICHUS KOJIOCA HA3BIBAIOT BaBUJIOW/I-
HBIM, a MOP(MOTHUTI TTOTYIMI Ha3BaHWE “JIOKHAsS BET-
BUCTOCTb Komoca” (sham ramification, SHR) [20].
Terparutonnnas mmuennua Axyouunepa 1. jakubzin-
eri Udacz. et Schachm. (BBAA) nuMmeeT cxonHEbI (be-
HOTWHII, JTOKHOBETBHUCTHIN KoJioc [23]. brimo mokasa-
HO, 4TO ()OPMBI C BaBUJIOUIHBIM TUIIOM BETBJICHUS
KOJIOCa MOTYT BO3HUKATh B pe3ysibTaTe OTHAJICHHO
rnopuan3anun [10].

Hapsimy ¢ MCTUHHOI M JIOXXHOW BETBUCTOCTBHIO
KOJIOCA BBIIEISIOT JIOXKHO-UCTUHHOE BETBJICHUE
(false-true ramification, f-tR, nnu false-true rami-
fied spike, f-tRS) [24]. V¥ atoro mopdoruna dpopmupy-
eTcsl YIJIMHEHHAsT OCh KOJIOCKA, HAa KOTOPOM pa3BUBa-
IOTCS KAaK CBEPXUYUCIIEHHBIE KOJIOCKH B TUCTAJTLHOM Ya-
CTU, TaK M Tapa HOPMAJIbHBIX 3¢pPHOBOK B 0a3alibHOI
qactu (puc. 1). JanHsiii MopdoTun onmcaH y odopas-
LIOB TeTPAIIONAHOM NieHUbl 1. turgidum [24].

Takum 06pa3zoM, MHOTOKOJIOCKOBEIE/BETBICTOKO-
JIOChbIe TIIEHUIILI MPEICTABISIOT COOOIl TeTeporeH-
HYIO TpYIIy, OPU3HAK IIMPOKO BapbUPYeT B CBOEM
MPOSIBIICHUU, W IJISI TOTO, YTOOBI OTIEINTh TOMOJIO-
TUYHYI0O U3MEHUYMBOCTh OT aHAJIOTUYHOM, MOTpebo-
BaJIVICh IeTaJbHBIE UCCIEI0BAaHUS KOJIOCA C UCITOb-
30BaHUEM MHKPOCKONUM U MpPOBeIcHUE TeHEeTU4Ye-
CKOTO aHaIu3a.

OCOBEHHOCTU PA3BUTHSA COLIBETUN
MHOT'OKOJOCKOBbLIX ®OPM MIHIEHUIIbI

B HOpMe coliBeTHE NIIIEHULIBI IeTEPMUHUPOBAHO.
AnuvkanbHass MepUCTEMa COLIBETUSI MOCJICA0BATEb-
HO JaeT Hayajio jJaTepalibHbIM MepucTeMam, KOTO-
phle pa3sBUBAIOTCS B JlaTepalibHbIC KOJOCKMU 0 TeX
Iop, MoKa He c(hOpMUPYETCST TEPMUHAJIBHBIN KOJIO-
cok. Kaxnas mepBuuHas akcuajabHasl (KOJOCKOBasI)
MepHCcTeMa pa3BUBAETCS B € IMHCTBECHHBbII JIaTepajib-
HBII KOJIOCOK, COCTOSIIIINIA M3 MHOXKECTBA IIBETKOB [25].

JleTanbHBIN aHAM3 Pa3BUBAIOIINXCS COLIBETHA
MHOT'OKOJIOCKOBBIX JTUHUM C MCIIOJIL30BaHUEM CBE-
TOBOI4 1 BJIEKTPOHHOI MUKPOCKOITMM ITOKa3aJjl, YTO 13-
MEHEHUSI B pa3BUTHM COLIBETUIT HE KaCalOTCS alluKalb-
HOI MEpPUCTEMBI, KOTOpas y BCEX JUHUI pa3BUBAETCS
110 CTAaHIAPTHOMY IS ITIIIEHUIIBI ITyTH, a TaKXKe 1IBET-
KOBBIX MEPUCTEM, MHUIIMMPOBABIIINX OPTaHbl I[BETKA
KaK y COLIBETUII nuKoro tumna [25, 26]. AHoManuu B
Pa3sBUTUM TIPOUCXOASAT TOJBKO C KOJTOCKOBBIMU Me€-
pucTeMaMi U IIPUBOOAT K (POPMUPOBAHUIO COLIBE-
TUIA ¢ M3MEHEHHON Mopdojgorneit — pasaIuIHbIM
MHOT'OKOJIOCKOBBIM (DeHOTUIIaM Koioca [27—29].

JOBPOBOJIbCKASA

OOHapyXeHHbIE 3aKOHOMEPHOCTH B (DOPMHPOBa-
HUU JOMNOJIHUTENBHBIX KOJOCKOB MO3BOJIWIN pasme-
JINTh MHOTOKOJIOCKOBBIE (POPMBI TTIIEHULIBI Ha TPYITIIBI
C OOHOTHUITHBIMY U3MEHEHUSIMU MopdoreHe3a. [ep-
Basi TPYIIIa MHOTOKOJOCKOBBLIX (OpPM BKITIOYAET
MOpPGOTUNBL ¢ MHOTOPSITHBIM KosocoM (MRS), uc-
TUHHBIM BeTBJIeHrneM Kosoca (GB), ropr3oHTanbHBIMI
nmornoHuTeabHbIMU Kojtockamu (HS/FRS), TpoiitHbiMu
KOJIOCKaMW BMIOB TmeHUNBI 1. aestivum, 1. durum,
T. turgidum, T. monococcum, BTOpas TpelcTaBiIeHA
MopdoTunoM “IoxHo-ucTuHHOE BeTBiIeHHE (f-tR)
koyioca” 7. turgidum, M TpeThbsl TPyIIIa BKIIOYAET
¢GOpMBI ¢ BEpTUKAJIBHO PACHOJI0XECHHBIMHA Ha YCTY-
nax Konockamu (VSS) T. aestivum (puc. 1).

Oco0eHHOCTY pa3BUTHS COLIBETUS TIPEACTaBUTEEN
TIEPBOIA IPYIIIbI 3aKII0YAIOTCS] B UBMEHEHUSIX Pa3BUTHS
KOJIOCKA, CBSI3aHHBIX C HApyIIeHUEM MICHTUYHOCTHU
KOJIOCKOBBIX MEPHCTEM IIPU IIEPEXOE K YCTAHOBICHUIO
WIEHTUIHOCTH (hITIOPATBHBIX MEPUCTEM JINOO 0as3aib-
HOI1 4acTH, JT100 BCETO KOJOCKA, KOTOPhIE COIIPOBOXK-
JIaroTcst cMeHoit dumnorakcuca [27, 28]. HecmoTpst Ha
MOP(OJIOTMYECKYIO TE€TePOreHHOCTb 3TOM TPYIIIHI,
BKJIIOUAIOIIYIO pa3IndHble MOPGOTUIILI, pa3Iudus B
Pa3BUTUU COLIBETUSI MEXIY IIPEACTAaBUTEISIMMU MOP-
(bOTHUITOB HOCST KOJIMYECTBEHHBIN XapaKTep U CBsI3a-
HbI C Pa3HbIM YHCJIOM LIBETKOBBIX MEPHUCTEM, 3aMe-
IIEHHBIX Ha 3KTOIIMYECKHUE KOJIOCOBBIE MEPUCTEMBI,
U/WJIN C HEOOAUMHAKOBOM CTENEHBIO YIJIMHEHUS OCHU
KOJIOCKA. DTO MPUBOINUT K POPMUPOBAHUIO PA3HOTO
YuCJia JOIOJHUTENIbHBIX KOJIOCKOB WJIM Pa3BUTHUIO
BETBEITONOOHBIX CTPYKTYP Ha ycrtymax. M Kmactepsl
CUISTYMX CBEPXUMCICHHBIX KOJOCKOB, M “BETOYKN”’
CO CBEPXYMCICHHBIMU KOJIOCKAMM HAa OOTHOM YCTYIIe
KOJIOCOBOTI'O CT€PXKHSI 3TOI IPYyIINIbI SIBIASIOTCS BUIO-
W3MEHEHHBIMU KOJocKaMu. JlaHHbIe M3MEHEHUS B
pa3BUTUM conBeTus [27, 28] cXOmMHBI ¢ OOHAPYKEH-
HBIMU paHee 0COOEHHOCTSIMU Pa3BUTHS MyTaHTOB fZp
puca Oryza sativa L. [30], bd1 xykypy3sl Zea mays L.
[31], mosl Brachypodium distachyon (L.) P. Beauv.
[32]. HecMoTpst Ha pa3HBIE TUITHI COIIBETUI Y MyTaH-
TOB puca, KyKypy3bl, B. distachyon n miieHunsl (Me-
TeJKa, MOYaTOK, KOJOC), IIPOCIEKNBAIOTCS OO0IIre
3aKOHOMEPHOCTH B Pa3BUTUM MX COLIBETHIA, CBSI3aH-
HbIE€ C HApYIICHUSIMU YCTAHOBJICHUS UACHTUUYHOCTU
IIBETKOBBIX MEPHCTEM, Ha MECTE€ KOTOPHBIX pa3BUBa-
IOTCSI AKTOIIMYECKHE KOJOCKHM, B PE3yJabTaTe Yero
¢dhopMUPYIOTCS Ype3BbIYaiiHO pa3BETBIICHHBIE METEJI-
ku [30, 31] wim sKTOTIMUECKNEe “BETOUYKM” B KOJIOCE
nnn mmouatke [28—32]. TakuM obpa3oM, Imapanieiib-
Has HacJIeACTBEHHAas I3MEHYMBOCTD IIpM3HaKa “BeT-
BHUCTOKOJIOCOCTR”, oTMeueHHast H.1. BaBnioBeIM y
pa3nMYHBIX BUIOB IpeACTaBUTENIEN ceMelicTBa 3ia-
K1 [1], MOXeT SIBISTBCI CIACIACTBUEM OITHOTHITHBIX
HapylIeHUIl MporpaMMbl Pa3BUTHS COLIBETUI 3THUX
BunoB [27, 28, 30—33].
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MHOT'OKOJIOCKOBBIE ®OPMbI ITIHNEHU L BI

B pa3Butum xonoca BTOpOii rpyHitbl, MOpMOTUTIA
“JIOKHO-MCTUHHOE BETBJICHME KOJI0ca” , HAOII0maloTCsI
W3MEHEHMSI, CBSI3aHHbBIE C HAPYIICHUEM YCTAHOBICHMUST
WICHTAYHOCTHU 1IBETKOBBIX MEPHCTEM OUCTAIHBHOM Ya-
CTH KOJIOCKa, COIPOBOXIAIOIIMECs CMEHON (uilio-
TaKCHUCa M U3MEHEHUEM JeTePMUHUPOBAHHOCTU KO-
JIOCKOBOI MepucTeMbl. HapylieHuss B Iporpamme
pPa3BUTHUS COLIBETHSI TOI TPYIINBI HACTYMNAIOT O3/ -
Hee, YeM y JIMHUI TTepBOoii TPYIIIBI 1 MyTAHTOB 3J1a-
KOB fzp/bd1/mos 1,  TiIepBBIC IBa LIBETKA B 0a3aJIbHOMI
YaCTU KOJIOCKA Pa3BUBAIOTCS IO CTAHAAPTHOM CXeMe.
PasButre nociemayronyx LBETKOB HAPYIIIEHO U MPOUC-
XOOUT CXOOHBIM C TpeAbIOYIICii TPYIIOoil 00pa3oM: K-
TOIUYECKIE KOJIOCKY Pa3BMBAIOTCS Ha MECTE LIBETKOB,
UX pa3BUTHE COMPOBOKAACTCSI CMEHOI (PUIITIOTaKCH -
ca [29]. K ocobeHHOCTSIM pa3BUTUS 3TOT0 MOP(HOTH-
a cjeAayeT OTHECTH (POPMUPOBAHNE SKTOITNYECKOTO
TEePMUHAILHOTO KOJIOCKA, YTO HE XapaKTCPHO IS
MpeacTaBUTEIIeil BBIIICOMMCAHHON TIEPBOM TPYIIIHIL.
MyTaHTHI IpYyTUX BUIOB 3J1aKOB C IOTOOHBIMU U3ME-
HEHUSIMU Pa3BUTUS B IUTEPAType ONMCAHBI HE ObLITN.

B otnnume oT mepBBIX ABYX TPYII Pa3BUTHUE I0-
MOJITHUTEIBHBIX KOJOCKOB Mopdotumna VSS mpouc-
XOIUT BHE MEPBUYHOTO KOIOCKA. JIOTIOJTHUTEIbHBII
KOJIOCOK pa3BUBAaeTCs MO3AHEee MEPBUYHOTO, PacIio-
JIOXKEH HIDKE Ha YCTYIle KOJIOCOBOTO CTEPKHS U €Tro
dopMUpoBaHIE HE CONMPOBOXIACTCS CMEHOM (pmi-
JIOTaKCHCa Y, TAKMM 00pa30M, He CBSI3aHO C U3MEHEe-
HUEM WICHTUYHOCTU/IETePMUHUPOBAHHOCTU KO-
JIOCKOBOI MepucTeMBlI [34].

Takum o00pa3oM, MHOIOKOJIOCKOBbIE (hOPMBI
TMIIIEHUIIBI, IPEACTABISIOIINE Pa3TndyHble MOP(HOTH-
Tbl, MOTYT OBITh OOBEAMHEHBI B IPYMIThl HA OCHOBA-
HUU CXOACTBa HapylleHuil MopdoreHesa. M3yyeHue
T€HETUYECKOTO KOHTPOJs IpU3HaKa “BETBUCTOKO-
JIOCOCTh/MHOTOKOJIOCKOBOCTh” Y TIpEICTABUTENCH STUX
IPYIIN M0Ka3ajio, 4YTO B OCHOBE (DOPMUPOBAHUS UX
(GeHOTUTIOB JIeXaT CXOAHbIE MU3MEHEHUSI TeHeTHYe-
CKUX ITpoTpaMM pa3BUTHUs couBeTus [28, 33, 34].

I'’EHETUYECKASA PET'YJIALIUA
IMPU3HAKA “BETBUCTOKOJIOCOCTb/
MHOTI'OKOJOCKOBOCTbB” ITIHNEHHW LI bI

I'eHeTKy BETBUCTOKOJIOCOCTH/MHOIOKOJIOCKO-
BOCTHM MIIIEHUIIBI HayaIn usydath 6onee 100 net Ha-
3am. B 1910 r. E. von Tschermak coo01mir, 4To mpu-
3HaK BETBUCTOKOJIOCOCTH 1. turgidum Te€HETU4EeCKU
JIeTepPMUHUPOBAH, HAXOIUTCS IO MOHOT€HHBIM pe-
eCCUBHBIM KOHTpoJeM. ['eH Obl1 00o3HaueH bh OT
nat. brachitus [7]. PeuleccuBHBIN XapaKTep HacaeIO-
BaHUs TNpU3HAKA Y TETPAIJIOUIHBIX U TeKCATLIOU/I-
HBIX MIIEHUL] ObUT MTO3IHEee MTOATBEPXKIECH Pe3yIbTa-
TaM1 MHOTMX UccaenoBanuii [ 18—21, 35].
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brimo obHapyXeHO, 9TO Ha CTaOMIBHOCTH 3KC-
MPEeCCUN MPU3HAKA BETBUCTOKOJIOCOCTH OKa3bIBaIOT
BO3IEMCTBUE (DAKTOPBI OKPYXKAIOIIE cpelbl, B TOM
quciae Temneparypa, dororepuon [13, 18]. Bmecte ¢
TeM OOHAPYXUJIN CTAOMIIBHYIO 9KCITPECCUIO TTPU3HA-
Ka y OTACIbHBIX TUHUI, UTO CBUAETEBCTBYET O BIIU-
STHAW TeHOTUITYeCcKOoi cpensnr [18].

B.C. Sharman [13] coobmimn 0 MOHOTEHHOM THITS
HacCJle[IOBaHUSI BETBUCTOKOJIOCOCTA Y TETPATUIOUTHOM
mreHnb. Ilo pesynsratam nccnenosanmit D.L. Klind-
worth ¢ coaBr. [19] ¢eHOTHIT BETBUCTOKOJIOCOIT TMHUN
TeTPAIUIOUIHOM MINeHUIbl 1. turgidum neTepMUHUPO-
BaH OJHMM IJIaBHBIM T€HOM, Ha SKCIPECCHIO KOTOPOTO
OKAa3bIBAIOT BIMSIHUE TeHbI ¢ MUHOPHBIMU 3((eKTaMU.
C UCIOIB30BAaHUEM CEPUM IUCOMHBIX 3aMeIcHHBIX
JIMHWH TIaBHBINA TeH b/ OBLI JOKAJIN30BaH B XPOMO-
coMe 2A [36], 3aTeM ¢ MOMOIIBIO 2A-TeJIOLEHTpUYEe-
CKO1 TMHWNY ObLJIa YTOUHEHA eTO JOKAJIM3allus B KO-
poTtkoM mirede 2AS [37].

M3y4aTh (hopMBbI TeKCaTUIONIHOI MSATKOM ITIIIEHUIIBI
C BETBUCTBHIM KOJIOCOM WJIM MHOXECTBOM CUASYNX KO-
JIOCKOB Ha YCTYITax MIIeHULIbI Hauaau mo3xe. [1pexme
BCEro 3TO ObLIO CBSI3aHO C TE€M, YTO OOJIbIIAsl YacTh
Takux (OpM BO3HMKAaJa B pe3yibTaTe MyTareHesa
[13, 14], gaBnasgnack ciIenCTBUEM OTHAJIEHHOI TMOpH-
mu3anyu [9] wian aneyruionnnu [22], B TO BpeMsl Kak
BETBHUCTOKOJIOCHIE (hOpMBI MINeHUUBl 1. turgidum
IIMPOKO PACIIPOCTPAHEHBI M U3BECTHBI OKOJIO IBYX
THICSY JIeT [2, 3].

ITo pesynbTaTaM uccienoBaHuii [15, 16], BeIIoOI-
HEHHBIX Ha ITOTOMKAaX CIIOHTAaHHOTO BETBUCTOKOJIO-
coro mytaHTa (1. aestivum ramifera), TeKcarjioguHbIE
IMIIIEHUIIBI HeCYT IBa KOMIUIEMEHTApHO B3aMMOIEii-
cTByIoIIMX reHa Rm (ramifera) n Ts (fetrastichon), a
Tak>Ke MOMUHAHTHBIIA nHruourop, Nr (Normalizator).

A.L. Pennell 1 G.M. Halloran [ 18] coobmam o Ha-
JIMYUU Y MSITKOM TTIIEHUIIBI ABYX PELIECCUBHBIX TEHOB,
OIPEIEISIOIINX MHOTOKOJIOCKOBOCTb M, B AOITOJHE-
HUE K HUM, O HAJIMYUU CyTIpeccopa BeTBUCTOCTU. BbI-
JIO TI0Ka3aHO, YTO KOMMEpPUYECKHUE COpTa MIICHULIbI
CO CTaHAAPTHBIM KOJOCOM HECYT FeHbl BETBUCTOCTHU
KOJIOCa, KOTOpbIe HE MPOSIBISIOTCS U3-3a MPUCYT-
ctBUs TeHa-cympeccopa [18]. D.L. Klindworth n co-
aBT. [36] moaTrBepaMJM HaJM4Ue TeHa-Cylpeccopa
BETBUCTOCTH KOJIOCA B TEHOME MSTKO IIIIEHUIIBI U
JIOKaJIN30BAJIM €TO B XpoMocoMe 2D.

Z.S. Peng 11 coaBrT. [35] ¢ MCcTTOJTE30BAaHMEM MOHO-
COMHOTO aHaJIn3a OOHAPYXKUJIN, 9TO XPOMOCOMBI 2D,
4A, 5A n 4B y9acTBYIOT B TEHETUUYECKOM KOHTpPOJIC
TYPTUIHOTO THUIIA KOJIOCA Y IMHUM MSITKOM IMIIIeHUIBI
“Yupi Branching”, moka3piBasi, TaAKUM 00pa3oM, IO-
JIMTEHHBIN XapaKTep HacJaeooBaHUsS ITpu3HaKa. Biu-
sSIHUE TeHeTHYecKoro dakropa(oB) XxpoMocoMbl 2D
Ha OpMUPOBAaHUE CBEPXUMCIEHHBIX KOJIOCKOB Y MH-
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IYLIMPOBAHHOTO MyTaHTa MATKOM nineHusl MC1611
opuTO0 Takke ooHapyxeHo JI.M. JlaiikoBoit ¢ coaBT.
[38] ¢ mpuMeHeHneM MOHOCOMHOTO aHaIN3a.

D.F. Sun [39] nmoka3ain, yTto SS-heHoTUN TUHUUA
51885, monydeHHOI B pe3yabTaTe CKpeIIMBaHUS OK-
TOIUIOMHOTO TPUTHUKAJIE Y MSITKOM MIIEHUIIBI, HAX0-
JIUTCS TIOJ, KOHTPOJEM JIBYX JOMWHAHTHBIX T€HOB U
HECKOJIBKUX TeHOB C MUHOPHBIMHU 3(PdeKTaMU.

B cepenune 50-Xx TromoB MpPOILIOTO CTOJETUS
E.R. Sears onucai mosiBjieHWe KOJIOChEB C “pemyruivi-
Kalueil KOJIOCKOB” y pacTeHU-HYJJIUCOMUKOB IO
xpoMmocoMaM 2A u 2D Msarkoii nineHuus! [22]. I1o3n-
Hee M. Muramatsu [40] moka3zaj, 4To 3deKT HyI-
JIMCOMUM MOXET TMOJHOCTbIO KOMIIEHCUPOBATHCS
yBEJMYEHUEM 4YUC/ia TOMEOJOTUUHBIX XPOMOCOM, U
KOJIOChSI HyJIM-TeTpacoMHoIt tuHum Tetra-2A Nulli-
2D (2n =42, 19" + 1"") umeroT nuKuit GeHOTUII, a Ha
YCTyMax KOJIOCOBOTO CTEPXKHS pa3BUBAETCSI IO OAHO-
MY KOJIOCKY. XpOMOCOMHBIE MEPECTPONKHU, BKIIIOUAST
JeJIellu, U OTCYTCTBUE 1LIEJI0M XpPOMOCOMBI ObLITU 00-
HapyXeHbl U Y APYTUX JUHUN MSITKOUM MIIEHULbI C
CUASTYMMU JOTOJHUTEIbHBIMU KOJIOCKAMU W pa3-
BETBJIEHUEM KOJIOCOBOro cTepxHs [14, 41]. C moMo-
IO METOAOB LIMTOTEHETUKU U TEHOTUIIMPOBAHMUSI C
ucnioab3oBaHueM JITHK-MapkepoB OblIO OOHaApyxKe-
HO, YTO 3aMellleH1Ee XpPOMOCOMBI 2D U aeetiuu B KO-
POTKOM Mjiede XpoMOCOMbI 2D MSITKOM MIIEeHULIbI
MOTYT OKa3bIBaTh BIMsSIHAE Ha MOP(OJIOTUIO KOJIoCca,
BBI3bIBasl Pa3BUTHUE AOIOJHUTEIbHBIX CUASUYUX KO-
JIOCKOB 1 9KTOMMYECKUX “BETOYEK”’ Ha yCTyIaxX KO-
JIOCOBOTO CTEePKHSI. Pe3ybTaThl MOJIEKYISIPHO-TEHE-
TUYECKOr0 KapTUPOBAHUS MOKa3aju, YTO HaJU4Ue
neneuuit xpomocomMbl 2DS MoOXeT omnpenensiTh IO
~50% W3MEeHYMBOCTH M3y4aeMOro MpU3HaKa — HalW-
Yyue IOMOJIHUTEIbHBIX KOJIOCKOB Ha ycTymax [28, 42].

HecMoTpsi Ha HeKOTOpYylO IPOTHMBOPEUYUBOCTD
JIAHHBIX B OTHOIIIEHUM YMCJIa U XapaKTepa Hacjiaea0Ba-
HUSI TEHOB, OIPEIEIIIONIX SS-(eHOTUIIHI ITIIeHUIIBI,
KOTOPYIO MOXHO OTYaCTH OOBSICHUTb T€HETUYECKOM
reTepOreHHOCTBIO U3yYaeMbIX JIMHUI pa3HOTO TTPOUC-
XOXIIEHUSI, Ppe3yabTaThl WCCIAEAOBaHMUI ToKa3aau
yJyacTue reHeTUYeCKUX (haKTOPOB XPOMOCOM TOMEO-
JIOTUYHOI TPYIIIEI 2 MIIIEHULIBI B KOHTpoJIe SS-(eHo-
tuna [22, 35, 36, 38, 42, 43]. [1o3nHee ¢ MpUMeHEHUEM
METOIOB MOJIEKYISIPHO-TEHETUYECKOTO KapTUPOBAHMUS
9TU PE3YJIbTaThl ObUIM MOATBEPXKIEHBI. Tak, reHeTu4e-
CKMI1 JIOKYyC, ONpeneysiolmii ¢peHoTunn TubeTckoit
TPEXKOJIOCKOBOI (DOPMbI MSATKOI MILIEHULIBI, ObLTT Kap-
THpoBaH B XxpoMocoMe 2AS [17]; reHsl bh u bh™, netep-
MUHUPYIOIIUE BETBUCTOCTh KOJIOCA TETPAILIOUAHOMN
U OUIUVIOWJHON MILEHUIIbI, ObLJIM KapTUPOBaHbI B
xpoMmocomax 2AS u 2A™S cooTBeTcTBEeHHO [8, 43].

M3y4yast reHeTUYECKMIT KOHTPOJIb MHOTOKOJIOCKO-
BOCTH JIMHUM MATKOH MILIEHULIBI PA3HOTO IMTPOUCXOXK-
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JIEeHUSI C OQHOTUITHBIMYU U3MEHEHUSIMU MOp¢OreHe-
3a, ObBUIM MaeHTUUIIMpoBaHbl TeH Multirow spike 1
(Mrsl), noKyChl KOJMYECTBEHHBIX MPU3HAKOB ¢SS-
2D u gSS5-2A, xo-nokanu3zoBaHHbIe Ha 2DS mim pac-
MOJIOXKEHHBIE B pailoHAaX KOHCEPBAaTUBHOI CHHTEHUN
TOMEOJIOTMIHBIX XpoMocoM 2DS u 2AS [27, 28, 44].
TakuMm o6pa3zoM, OBIIIO TOKa3aHO, 4TO (popMUPOBa-
HUE BeTBUCTOro Kojioca (Mmopdotun GB) n kojoca ¢
JTOMOTHUTEBHBIMUA CUISTYUMHU KOJOCKaMu (Mopdo-
tunbl MRS, HS) BbI3BaHO OTHOTUITHBIMM Hapyllle-
HUSIMU pa3BUTHUS Y HAXOIUTCS TIOJ €AUHBIM T€HEeTH -
yeCcKMM KOHTpoieM. Hapsimy ¢ OCHOBHBIM BKJIagoOM
TEHETUYECKOI0 JIOKyca XpOMOCOMBI 2D OBLIO moKa-
3aHo BmustHe QTL ¢ MmenpmmMmn adpdekramn [45].
DTO MOATBEPAUIIO Pe3yIbTAaThl PAHHUX PaOOT O HAIU-
YUY MUHOPHBIX TEHOB, BJIUSIOIINX Ha IIPU3HAK “BeT-
BUCTOKOJIOCOCTB”, W Pe3yJbTaThl, ITOKA3bIBAIOIINE
BIIMSTHUE TEHOTUITMYECKOM Cpedbl Ha IPOSIBICHUS
MyTaHTHOTO reHa xpomocoMmsl 2D [27]. R.Q. Zhang ¢
COaBT. [46] ynajioch Ha OCHOBE TUOPUIOB OT CKPELL-
BaHUSI BETBUCTOKOJIOCOTO obpasua 7. turgidum v nu-
HUII CO CTaHAAPTHLIM KOJIOCOM IIOJNIYYUTh IMOYTHU
W30TeHHbIE IUHUU C BETBUCTOKOJIOCHIM (D€ HOTUIIOM
U YETHIPEXPSIIHBIM KOJIOCOM C CUASTIMMU KOJIOCKAMU
U TIOATBEPAUTH YydacTUE OOIIEro TIeHEeTUYECKOTO
daxkTopa B TeHETMUYECKOM KOHTpPOJIE 3THX Pa3HBIX
MOpP¢OTHUIIOB.

Hapsiny ¢ rmaBHBIMY TeHAaMU 1 JIOKYCaMU KOJIMIe-
CTBEHHBIX NPHU3HAKOB BETBUCTOKOJIOCOCTH/MHOIO-
KOJIOCKOBOCTH ITIICHUIIBI ObIO MOKA3aHO HAIN4YNe
TE€HOB, OIIPEIEISIONINX MHOTOKOJIOCKOBBIE (heHOTH-
bl P>XKU TTOCEBHOI S. cereale L. (reH monstrosum 1,
mol) [44, 47] u ssamens (reH branched 1, brcl cun.
compositum 2) |33, 48, 49]; 5Ty TeHBI pacIIOJIOXKEHEI B
paitoHaxX KOHCEpPBAaTUBHOIM CMHTECHUN XpOMOCOM 2-i1
TOMEOJIOTUYHOM TPYMITbI, YTO IIPEIIIoJIarajao Halr-
Y1e OPTOJIOTUIHOI CEpUM T€HOB B TEHOMAaX IIpeacTa-
BuTeliell TpnobI Triticeae.

Uccnenys reHeTUIeCKNT KOHTPOIb MOpPQOTUIIA
“JOXXHO-MCTUHHOE BETBJICHNE KOJIoca” y MTMHWHI TET-
partouaHou mmeHulsl 1. turgidum, Y. Amagai c co-
aBT. [23] ycTaHOBMIIM, 9TO MPU3HAK HAXOIMUTCS IT0
MOHOI€HHBIM PELIECCMBHBIM KOHTpoJieM. I'eH, me-
TEPMHUHUPYIOIINI MYTaHTHBIN (peHOTHUII, OBI 000-
3HaueH sham ramification 2 (shr2), MOCKOJBbKY Ha
9TOM 3Talle UCCIEAOBaHUIA aBTOPHI HE OOHAPYXWIN
paznnauii Mexny eHOTUITaMU U3yJaeMbIX JIMHUN 1
JIMHUI C UICTUHHBIM (BaBUJIOMIHBIM) TUIIOM BETBJIE-
HHUs Kojioca mMopdotumra sham ramification, SHR.
ITo3mHee meTambHBINM aHAIM3 PEHOTHUITA KOJIOCA JIU-
HUIA TO3BOJMJI BBIAEIUTH OTIEJIBHBIM MOP(MOTHUIL
“JMoxHo-ucTuHHOE BeTBIeHMne” (false-true ramifica-
tion) [24], omHaKO caM I'eH IO-TIpeXXHEeMY Ha3bIBaeT-
cs1shr2. I'eH shr2 ObL1 TOKAJIM30BaH B IUIMHHOM ILIEYE
xpomocoMmbl 2A [23]. JaHHBIIT MOpGOTUIT N3yUYeH B
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MEHbIIIEN CTEMEHU U COOOIIEHUI O HATUYUMN CEPUA
OPTOJIOTUYHBIX TEHOB K HACTOSIIIEMY BpeMs He OOHa-

pYXeHoO.

CTPYKTYPHO-®YHKILIMOHAJIbHAA
OPITAHU3ALNA T'EHOB,
KOHTPOJINPYIOLINX
MHOI'OKOJIOCKOBOCTb/
BETBUCTOKOJOCOCTb

BaxXHbIM 3TarioM B M3YY€HMU MHOT'OKOJIOCKO-
BBIX/BETBUCTOKOJOCHIX (DOPM MIIEHUIBI Y TCHETU-
YeCKM OJIU3KUX BUIOB CTAIO ONpeAe/ieHue HyKIeo-
TUAHBIX TTOCJIEI0BATEILHOCTEM TeHOB, MyTall KO-
TOPBIX BBI3BIBAIOT (DOPMUPOBAHME HECTAHIAPTHBIX
MHOTOKOJIOCKOBBIX (P€HOTUITOB KOJIOCA.

C npuMeHeHneM TTO3ULIMOHHOTO KJIOHUPOBAHUS
OblIa orpedelieHa MOCIeI0OBaTeIbHOCTh TeHa Mrsl,
KOHTPOJIMPYIOLIETO (OPMUPOBAHUE CBEPXUYMCIICH-
HBIX KOJIOCKOB Yy MSITKOM IIIIEHUIBI MopdoTUma
“MHOTOpSIIHBIN Komoc”, mimm MRS. UM oxkaszancs
oproiior reHa puca FRIZZY PANICLE (wheat fzp,
WfZp), KOOUPYIOIIN TPaHCKPUITLIMOHHBIN (hpakTop C
¢dyHKIIMOHANBHBIM ToMeHOM APETALA 2/ERF (28,
44]. Ilo pe3ynbraTaM peCEKBEHUPOBAHNSI MHOTOKO-
JIOCKOBBIX JIMHU MIIIEHUIIBI, OObeINHEHHBIX B OTHY
IPYIITY C yIETOM OCOOEHHOCTEI pa3BUTHUS COLIBETHUSI,
OBUIO TIOKAa3aHO, YTO MX (eHOTUNBI OOYCIOBIICHBI
MyTalusIMU B (DyHKIIMOHAJIBHOM ToMeHe AP2 reHoB-
romeonioroB WFZP-A u WFZP-D. [1na Bcex wfzp-my-
TAHTOB MSITKO MIIICHUIIBI XapaKTepHbI CXOIHbIE U3Me-
HEHMUS pa3BUTHUS COLIBETUSI — (DOPMUPOBAHUE SKTOMM-
YECKMX KOJIOCKOBBIX MEPUCTEM Ha MECTE IIBETKOBBIX
MepUCTEM B 0a3aJIbHOM YacTH KOJIOCKA JIMOO BO BCEM
Konocke. Ha ocHOBaHMM aHanm3a MyTaHTHOTO (e-
HOTHUIIA OBLIN CIeJIaHbI BBIBOABI O (hYHKIIMOHATBLHOI
pomu reHa WFEFZP B pa3BUTHUM KOJIOCa MSITKOM TIIIIE-
HULBI — TEHETUYECKUI KOHTPOJIb Mepexoaa K ycra-
HOBJICHUIO UIEHTUYHOCTU LIBETKOBBIX MEPUCTEM CO-
nBeTvs. MyTalimy reHa BbI3BIBAIOT HApYIIEHUS B
YCTAHOBJIEHUU UIEHTUYHOCTHU LIBETKOBBIX MEPUCTEM
W Pa3BUTHEC DKTOMMMYECKUX BTOPUYHBIX aKCHATbHBIX
MEpPUCTEM (IKTOMUYECKUX KOJOCKOBBIX MEPHUCTEM)
BMECTO 1IBETKOBBIX.

AHAaJIOTUYHEIE pe3yJIbTaThl ObUIN MOJIYYSHBI B OT-
HowmeHun poym reHa WFZP-A B pa3BUTHUN COLIBETUS
teTpariouaHbIX (1. turgidum v T. durum) v nuniona-
Horo 1. monococcum BunoB nieHuis! [29, 33]. N. Pour-
sarebani ¢ coaBT. [33] Beimenunu rex bh 1/ WFZP-A B
reHOME TeTpaIUIOUIHOM ImueHuusl 7. turgidum u
ToKa3aJid, YTO oJIHa 1 Ta XXe mytanus TtBH-AI npu-
BOIUT K (POPMUPOBAHUIO KOJIOCA C BETBUCTOCTHIO
TyprugHoro thmna y 30 BETBMCTOKOJIOCKHIX 00pas3oB
T. turgidum pa3HOTO MPOMCXOXKICHMSI, ITO IIPEIIIO-
JlaraeT MOHO(UIIETUYECKOE TPOUCXOXKICHUE TaHHO-
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o ajijiesist. Apeajl M 9KOJOrm4ecKre XapakKTepUCTUKI
00pas3noB ¢ HOpMaJIbHBIM (PeHOTUTIOM KoJioca 1. tur-
gidum convar. turgidum 1 BeTBICTOKOJIOCHIX 00Opa3IioB
T. turgidum convar. compositum B 1IeJIOM COBITaJaIoT,
eIVHCTBEHHOE UCKIIoYeHrue — TUOETCKUil 5KOTHII,
cpeny 006pa3loB KOTOPOTrO BETBUCTOKOIOCHIE PACTCHMS
oOHapy:keHBI He ObumM [2]. CremoBaTesIbHO, MyTaIlUs
TtBH-A1 nmpou3onnia Ha paHHUX 3Talax 3BOJIOIN-
OHHOM mctopum Buna 1. turgidum. MyTtaiuuss Morja
rnepenaBaTbCs IpYTUM Buaam, Hampumep 1. durum,
IIpU CIIOHTAaHHOU rubpuausauuu [29].

R.Q. Zhang c coaBT. [46] moka3aju, 4To HApSIY C
reHoM wfzp-A/TtBH-AI cyiiecTBYIOT Opyrue reHeTH-
yeckue (paKTOpPhI, yUaCTBYIOIIE B KOHTPOJIE TypTUI-
HOTO THUIIa BETBJICHUS KoJloca. DTU (paKTOPHI onpene-
JISIOT pa3BUTHE KOJIOCKA C YIUTMHEHHOM KOJOCKOBOM
oceio (RS, ramified spike) u dopMupoBaHue BETBU-
CTOr0 KOJIOCA TUITUYHOTO TYPTUIHOTO TUTIA.

B 1enom 1mokaszaHo, YTO CTPYKTYPHYIO OpraHu3a-
LINIO TEHETUYECKUX JIOKYCOB U (DYHKILIMU T€HOB-Op-
TOJIOTOB FZP 351aKOB OTINYaeT BBICOKMII YPOBEHB
KOHCEpBAaTUBHOCTU. Tak, y MyTaHTOB fZp puca Ha-
6momaioch GOpMUPOBAHUE SKTOITMYECKUX aKCHATTb-
HBIX MEPUCTEM 1 3aMeIlleHNe IIBETKOB Ha SKTOITNYE-
CKME BETOYKU. DTO TIPUBOIUIO K TTOBTOPSIOIIAMCS
LIMKJIaM BETBJICHUSI COLIBETUSI, HA OCHOBAaHUM YETO
OB clieJIaH BBIBOZ, O TOM, UTO (byHKIIMS reHa FZP 3a-
KJIIOY4aeTCsd B TOMABJICHUM Pa3BUTHUSI aKCUATbHBIX
MEPUCTEM M KOHTpOJie Mepexola K YCTaHOBJICHUIO
UIEHTUYHOCTHU LIBETKOBBLIX MEPUCTEM COLIBETHSI pHCa
[30]. PesymeraTer ncciaenoBanmnit N.N. Rao ¢ coaBr.
[50] monTBepmmam TOT hakT, uyro FZP mopaBisieT
dopMUpoBaHUE aKCUAJBHBIX MEPHCTEM COLIBETHSI.
I'er BD1 KyKypy3Hl SIBISIETCS OPTOJIOTOM T'eHa puca
Jfzp, MmyTaHTHl bdl W fZp NMEIOT CXOOHBII (PEeHOTUIT
Konoca n pyHK1mu reHoB BD 1 n FZP KoHcepBaTHUB-
HBI [31].

P. Derbyshire m M.E. Byrne [32] moyunnm uHmy-
LIUPOBAHHBI MYTaHT more spikelets] (mosl) Bunma
B. distachyon c HapyllIeHUSIMH B Pa3BUTHUU U (DEHOTU -
MUYECKIMH OCOOEHHOCTSIMU MOP(OJIOTUN COLIBETHS,
CXOIHBIMU ¢ MyTaHTamu bd 1 u fzp. Ilpu onipeneieHuN
CTPYKTYpHOII OpraHu3alud TeHa, TOMOJOTUYHOIO
FZP, y myranTa mos 1 Obl1a oOOHapy>XKeHa MHCEPIINS B
IMPOMOTOPHOM paiioHe, CBsSI3aHHAs C HEOOJbIINM
(20%), HO CTaTUCTUIECKY 3HAUYMMBIM YMEHBITEHEM
askcripeccun. CkpuHUHT T1LLING-TIOoITyISIiInm BUIa
B. distachyon oOHapy>K1J1 IBa HOBBIX aJIeJIsI C MyTallysI-
Mu B pyHKImoHansHOM goMeHe AP2/ERF rena-opro-
qora FZP, acconnmpoBaHHBIX ¢ MyTaHTHBIM (DEHOTH-
oM — (hOPMUPOBAHUEM JOIOIHUTEIBHBIX KOJIOCKOB B
couseTnn [28].

Opronor reHa FZP, COMPOSITUM 2 (COM2),
OBLI BBIZICTICH B TeHOMe sTaMeHd [33]. Myraium com2
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BbI3bIBAIOT (POpMUpPOBaHUE (PEeHOTHIA, CXOLHOIO C
BETBUCTOKOJIOCBIMU hOpMaMU IIIEeHULIbI. DYyHKIIM-
OHaJIbHag POJib T'€Ha B Pa3BUTUM COLIBETUS HE OT/IM-
JaeTcs OT OpTOJIOroB FZP npyrux IipeiacTaBUTENCH
371aK0B. UHTEpECHO, YTO Y STYMEHSI IIPUCYTCTBYET I'eH
Com 1, peliecCUBHbBIE MyTallid KOTOPOTO BBI3BIBAIOT
cxodHble nedeKThl B pa3BUTUU colBeTusi. Hykieo-
TUIHAs TTOCJIEA0BATEIbHOCT TeHa He n3BecTHa [51].

B Hacrosiiiee BpemMsi MYTaHTBI WfZp SIBISIIOTCS
HaunOoJee M3YYEHHBIMU Cpeau MHOTOKOJIOCKOBBIX
¢dopM MIIEHUIIBI, B TO BpeMsI KaK MOPMOTUIT “JTOXK-
HO-MCTUHHOE BETBJICHUE KOJIoca” MOJ KOHTpPOJIEM
reHa shr2 (sham ramification 2) U3ydeH B MEHBbIIICH
creneHu [23, 24, 29]. OnpenenaeHo noJioxkeHue shr2 B
JUIMHHOM TIJIeue XpoMocoMbl 2A [23], cTpyKTypHas
opraHmzallydsi TeHa Ha HaCTOSIIIUNA MOMEHT HE W3-
BecTHa. DyHKUMU TeHa Shr2 B pa3BUTUU KOJOCa,
YCTaHOBJIEHHbIE HA OCHOBAaHMHU aHajM3a OCOOEHHO-
CTell pa3BUTHUSI MyTAaHTHOTO (peHOTUIIA, 3aKJTI0YaIOT-
Csl B TEHETMYECKOM KOHTPOJIE YCTAHOBJICHUST UIECH-
TUYHOCTU LIBETKOBBIX MEPUCTEM U JETEPMUHUPO-
BaHHOCTHM KOJIOCKOBOM MepucTeMbl [29].

Pesynbrarhl KJIacCMYECKOTO TeHETUYECKOTO aHa-
Jiu3a Mmokasajiu, YTO HECMOTPsI HA HEKOTOPbIE CXOI-
CTBa pa3BUTHUSI MYTAaHTHBIX (DEHOTUIIOB Wfzp u shr2
JIETEPMUHUPYIOLINE MX TeHbI HACIEIYIOTCSI HE3aBHUCH -
Mo [29]. Takum 0O6pa3oM, yCTaHOBJIEHUE UAEHTUYHO-
CTU (pIOpaAJIbHBIX MEPUCTEM 0a3aibHOI U AUCTATbHOM
yacTeil MHOTOLIBETKOBOTO KOJIOCKA MIIIEHULIbI TIPOUC-
XOIIUT I10J KOHTpoaeM reHoB WFZP u Shr2, neiicTBy-
IOIIMX HE3aBUCUMO Ha pa3HbIX 3Tarnax pa3BUTHUS KO-
JIocKa M TMpUHAIJEXaIIMX Pa3HbIM TeHEeTUYECKUM
MMyTSM PEryasiiuy pa3BUTUS coliBeTusl. BMecTe ¢ Tem
rnokasaHo, uto SHR2 B3aumopeiictByeT ¢ RS (rami-
fied spike)-reHoMm (TeHaMu), IIPEAIIOIOKMUTEIHLHO
omnpenensiroluM (HopMUPOBaHUE YIIMHEHHONH OCHU
KOJIOCKA Y BETBUCTOKOJOCHIX (hopM Buaa 7. turgidum
[29]. CnenyeT oTMETUTDH, YTO KOHCEPBATUBHBIN T'€H
WFZP pyHKIIMOHUDPYET B 6a3a/IbHOM 4acTu KOJ0CKa
U 'y MHOTOLIBETKOBBIX, U Y OTHOIIBETKOBBIX KOJIOCKOB
MpeacTaBUTeNe ceMelicTBa 3imaku, a reH SHR2 neii-
CTBYeT B JUCTAJbHOWM YacCTU MHOTOLIBETKOBOI'O KO-
Jiocka. B ntutepatype He BcTpeyaeTcsi yHOMUHAHUM O
MYTaHTaX CO CXOIHBIMMU C shr2 (peHOTUIAMH Yy pUca
WM y IPYTUX 3J1aKoB. BO3MOXHO, 3TOT reH mpuHa/I-
JIEXKUT crieluUIecKoOMy TTyTH PEeTyJIsSILiuU Pa3BUTHUS
MHOTOLIBETKOBOTO KOJIOCKA TTIIIEHUIIbI.

O06pa3oBaHMue ITapHBIX BEPTUKAITBHBIX KOJOCKOB
Ha yCTynax KoJioca IMIIeHUIBl MPOUCXOOUT BCIIEI-
CTBHUE HEKOTOPBIX HAPYLICHWH MICHTUYHOCTU KO-
JIOCKOBBIX MepuCTeM. MoeKyIIpHO-TeHeTUIEeCKUIA
aHann3 OOHapyXma 18 JTOKYCOB KOJMUYECTBEHHBIX
MMPU3HAKOB, OTBEYAlOIIMX 3a (pOPMUPOBAHUE STOTO
MpU3HaKa, HanboJjee 3HAYMMbII BKJIad BHOCUT T€H,
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KOHTPOJIMPYIOIINH peaknnio Ha ¢portonepuon PHO-
TOPERIOD-1 (Ppd-1) [34]. O6HapyxeHO, 4TO Ppd-1
OKa3bIBAeT BIIMSIHUE HA PAa3BUTHE KOJIOCKA, U3MEHSIS
skcnpeccuto reHa FLOWERING LOCUS T1 (FTI),
WHTETpaTopa TeHETUYECKUX IyTei, peryanupyronmnx
uBereHre. Ha ¢opmupoBaHMe NapHBIX KOJOCKOB
TaK>Ke OKa3bIBAaIOT BIIMSTHUE HEKOTOpPHIE aJljieJiv TeHa
TEOSINTE BRANCHEDI1 (TBI) [52]. IIpenmonara-
o1, 9To TBI KoopamHUpyeT POpMUPOBAHNUE aKCH-
aJIbHBIX MEPUCTEM BO BpeMsI TIEPeX01a OT BEreTaTUB-
HOIi K TeHepaTUBHOI CTaIUuU Pa3BUTHSI.

Takum oGpa3zom, B HacToslliee BpeMsl IeTajlbHO
n3ydyeHa CTPYKTYpHO-(DYHKIIMOHAJbHASI OpraHu3a-
st reHoB WFZP w Ppd- 1, myTaiii KOTOPBIX BbI3bI-
BalOT U3MEHEHUsI Mop@doreHe3a KoJjioca 1 GopMupo-
BaHUE NOTOJHUTENIbHBIX KOJIOCKOB y ABYX pa3ny-
HBIX IPYTIIT MHOTOKOJIOCKOBBIX ITIIIeHUII. MeHee u3y4eH
TeH shr2, ornpeaesionuii MopdoTUI “JI0XHO-UCTUH-
HOE BETBJICHUE KOJI0ca™ TIIICHUIIbI, U3BECTHEHI JIOKAIN-
3allMsl JaHHOTO I'eHa B XpoMocoMe 2A 1 (DyHKIIMK Ha OC-
HOBaHUU aHaJM3a MyTaHTHOro deHoruna. HanmeHee
M3y4EeHHBIMU OCTalOTCsI TeHbI RS, 00ycIoBIMBaloNne
VIUIMHEHUE KOJIOCKOBOTO CTEP>KHS MopdoTuIia “uc-
TUHHOE BeTBlIeHue Konoca” 1. turgidum v T. aestivum,
VX JIOKAJIN3allusl B TeHOME U CTPYKTypHast OpraHu3a-
LIUsI K HACTOSIIIIEMY MOMEHTY He BBISICHEHHBI.

3AK/IIOYEHHUE

B ocHoBe roMojiorMyHON HACJAeACTBEHHON W3-
MEHUYUBOCTH MHOTOKOJOCKOBBIX/BETBUCTOKOJOCHIX
¢GopM TIIIEHUIIBI JeXaT U3MEHEHUSI TOMOJOTUYHbBIX
TreHOB, MMeEIOIIMX O0llee MpoucxoxiaeHue (reHoB-
optojoroB). Hanboisiee HarIsSAHBIM IIPUMEPOM SIB-
JisieTcs: GopMUpPOBaHUE CXOAHOTO MYTAHTHOTO e-
HOTHMA — MOSIBJIEHUE NTOTIOJTHUTEJIbHBIX CUASTYUX KO-
JIOCKOB U BETOYEK Y MYTAaHTOB WfZp MIIEHULbI, com2
sameHst, mol pxwu, fzp puca, bdl Kykypy3sel, mocl
B. distachyon B pe3yabTaTe MyTalliil TEHOB-OPTOJIO-
roB FZP. Hanuune cepuii MyTaHTOB HO3BOJUJIO Jie-
TaJIbHO 0OXapaKTepu30BaTh CTPYKTYpPHO-(YHKIIUO-
HaJIbHYIO OpraHu3aluilo T€HOB OpTOJoroB FZP,
OIpeNeNuTh poJib PYHKIIMOHABHBIX TOMEHOB. st
FZP xapakTepeH BbICOKUI YpPOBEHb KOHCEPBATUBHO-
CTH Yy BCeX U3YYEHHBIX TIpeICTaBUTENIEH 371aKOB.

HUccnengoBanust o0cOOeHHOCTEN pa3BUTHUSI MHOTO-
KOJIOCKOBBIX JIMHUI TIIEHUIbI, BbISIBJICHUE OOIINX
YepT U 3aKOHOMEPHOCTE pa3BUTHS TO3BOJIWIIH pa3-
JIEeJINTh UX HA TPU OCHOBHBIC TPYIIbI, KaX1ask U3 KO-
TOPBIX OOBEAVMHSIET MYTAHTOB IO OMNpPEACICHHOMY
r1aBHOMY reHy (wfzp, shr2, Ppd-1). Takum obpas3om,
KOJUJIEKIIMM MHOTOKOJIOCKOBBIX JIMHUI B HACTOSIIIEE
BpeMsI CIIy>XKaT TeHETUYECCKUMU MOACISIMU TSI U3Yy-
YEeHUST TIPOLIECCOB Pa3BUTHUSI CoLBeTHs. B 1meiaom
¢GOpMBI IMIIEHUIIBI ¢ HapyIIeHUSIMU MopdoreHesa,
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MPUBOASIINMU K U3MEHEHUSIM MOP(POIOTHY (apXu-
TEKTyphbl) Kojoca, 00JagarT OOJbIINM IIOTEHIIMA-
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Supernumerary Spikelet Wheats as Models
for Studying Genetic Regulation of Inflorescence Development

O. B. Dobrovolskaya“ » *

4[nstitute of Cytology and Genetics of the Siberian Branch of the Russian Academy of Sciences, Novosibirsk, 630090 Russia

b Federal Research Center N.I. Vavilov All-Russian Research Institute of Plant Genetic Resources,
Saint- Petersburg, 190000 Russia

*e-mail: oxanad@bionet.nsc.ru

Almost all wheat species have an unbranched spike. An exception is the tetraploid Revet-wheat Triticum tur-
gidum L., whose branched-headed forms are widespread and have been known for about 2000 years. As for
the other wheat species, supernumerary spikelet form are rare, and supernumerary spikelet/branched spikes
are considered as non-standard morphotypes. N.I. Vavilov, as an example illustrating “The law of homolo-
gous series in variation”, mentioned the branched inflorescence trait, characteristic not only for different
wheat and rye varieties, but also for many other genera with spike or panicle inflorescence. Studies of the ge-
netic factors that underlie the formation of the supernumerary spikelet/branching trait and investigation of
the features of the inflorescence development of non-standard branched wheat forms allowed to show the ge-
netic nature of the parallel hereditary variation of this trait. At the same time, it was found that the group of
supernumerary spikelet/branched-spike lines is heterogeneous, and various genetic mechanisms may under-
lie the formation of spike branching. This review presents a retrospective of scientific studies of the develop-
ment of supernumerary spikelet wheats, genetic investigations of supernumerary spikelet/branched-spike
traits, and demonstrates the results of research of the genetic regulation of cereal inflorescence morphogen-
esis using supernumerary spikelet lines as models.

Keywords: homologous series in variation, inflorescence, spike, spike branching, supernumerary spikelets,
morphogenesis.
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