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AHHoOTauuA. MoneraHne ABNAETCA OAHON U3 OCHOBHbIX NPOGMIEM CHUXKEHWA YPOXKANHOCTU M KayecTBa 3epHa
O31IMOW 1 APOBOW MLUEHNLIbl. YCTONYMBOCTb 3TOM KyNbTypbl K MONEraHnio B 3HaYNTENbHOW CTEMEHN 3aBUCUT OT
$baKkTOpOB BHeLUHel cpefbl, 61onormyecknx 1 Mopdponornyecknx ocobeHHocTel cTebna n KOPHEBON CUCTEMDI.
Cenekuna COPTOB Ha YCTONYMBOCTb K NOMEraHnIo akTyasibHa BO MHOTMX CTPaHax Mypa, U B JaHHOM HanpaBneHnm
nonyyeH pag JOCTVXEHWN. BbicoTa pacTeHWin — BaxHbIN MOPGONOrnyYecKnin NprsHaK, CBA3aHHbIN C YCTONYMBO-
CTbto K noneraHmio. OCHOBHbIM HanpaBfeHNeM ANA CHUKEHNA PUCKa BOSHUKHOBEHUA MOJSIEraHnA CTano BbiBege-
HMe COPTOB, HeCyLWMX reHbl KopoTkocTebenbHocT (Rht). leHbl Rht-B1b, Rht-D1b, Rht8, Rht11 nonyunnu wmnpokoe
pacnpocTpaHeHvie BO BCEM MUpe CPefu COPTOB MAFKOW MleHULbl 6narofapa 3HauUTeNIbHOMY BIIUAHUIO Ha XO-
3ANCTBEHHO LieHHble NPY3HaKK, BKoYaa noneraHve. HemanoBaXHbIM OKa3anocb UsyyeHme aHatomo-mopdorsio-
TMYecKnx 0COBEHHOCTEN N XMMMUYECKOro cocTaBa TKaHel CTebns, KoTopble AOMOJHAT OLEHKY YCTONUMBOCTU K
noneraHnio 1 NO3BoONAT 6osiee NOHO XapakTepr3oBaTb M3yyYaemblli copToBo MaTepuan. OcobeHHO 6onbluyto
ponb B MPOYHOCTU CTe6IA MHOTME NCCeoBaTeNV OTBOAAT TONLUMHE CTEHOK MEXA0Y3NNIA U X aHaTOMUYECKOMY
CTpoeHuto. inameTp CONOMVHbI, ee TOICTOCTEHHOCTb 1 BeC, 60/1bLIOE KOTMYECTBO COCYANCTBIX MYYKOB U LLIMPOKOE
KOJIbLIO MeXaHNYEeCKMX TKaHel KoppenupytoT C YCTONYMBOCTbIO K MONIEraHnio. BaXKHbIMU CTPYKTYPHBIMK KOMMO-
HeHTamu, obecneymBaloLMMM MPOYHOCTb CTEONA Y MLUEHNLb, ABAAIOTCA COAePKaHMe IMTHMHA, KPEeMHUA 1 Len-
nionosbl. bonblioe 3HayeHVe B BbIABNEHNM FrEHETNYECKO OCHOBbI B3aMMOOTHOLLEHNI MeXAY aHAaTOMUYECKAMU 1
Mopdodursnonornyeckmm nprsHakamm ctebnsa 1 KOPHEBOW CUCTEMbI U MOIeraHMeM NMET MOJIEKYIAPHO-TeHe-
TUYECKNIA aHaNM3 U KapTUPOBaHMe reHOB 1 JTIOKYCOB KONMYECTBEHHbIX MPU3HaKoB. [eHeTuvecKne GpakTopbl, oTpa-
Katolme Koppenauum mexay nosneraHmem 1 TONWUHON CTEHKU CTEONSA, YNCIOM NPOBOAALLMX NYYKOB 1 APYTMA
napameTpamu, 6bin KapTupoBaHbl B xpomocomax 1A, 1B, 2A, 2D, 3A, 4B, 4D, 5A, 5D, 6D n 7D. YcTaHOBNEHO, UYTO
NOKYCbl C BbICOKUM deHOoTUNNYECKM 3PHEKTOM B OTHOLLEHMIN TONEPAHTHOCTMN K MONIEraHNio KONOKaNmU3ylTCa C
NOKyCaMW, OTBETCTBEHHbIMY 3a BbICOTY pacTeHWs, AUaMeTp 1 MPOYHOCTb CTe6AA. [InA NOBbILLEHUA YCTONUYNBOCTH
K noneraHuio HeobxoAnMmbl pazpaboTka KOMMIeKca arpoTEXHNYECKMX METOLOB, CHUXAIOLVX BANAHME NOYBEHHO-
KnMmaTtunyecknx ¢pakTopos, 1 CO3aaHme ToNePaHTHbIX K NONeraHnio COpPToB.
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Abstract. Lodging is one of the main factors in reducing the yield and grain quality of winter and spring wheat
varieties. The resistance of wheat cultivars to lodging largely depends on environmental factors, biological and
morphological features of the stem and root systems. Selection of the varieties for resistance to lodging is relevant
in many countries of the world and has a number of achievements. Plant height is one of the most important mor-
phological characters associated with lodging resistance. Breeding of the varieties carrying the dwarfing genes
(Rht) is the main direction to reduce the risk of lodging. The Rht-B1b, Rht-D1b, Rht8 and Rht11 genes are widely
used throughout the world due to their significant influence on agronomically valuable traits, including lodging.
It turned out to be important to study the anatomical and morphological features and chemical composition of
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stem tissues, which complement the assessment of resistance to lodging and allow the varietal material to be
more fully characterized. The thickness of stem internodes and their anatomical structure play an important role
in the stem strength. The diameter of the stem, its thickness and weight, a large number of vascular bundles and
a wide ring of mechanical tissues correlate with resistance to lodging. The content of lignin, silicon and cellulose
are important structural components and provide the stem strength of wheat plants. Molecular genetic analysis
and mapping of genes and quantitative trait loci are of great importance in identifying the genetic basis of the re-
lationship between the anatomical and morphophysiological characters of the stem and root system and lodging.
Genetic factors reflecting correlations between the lodging and the thickness of the stem wall, the number of
vascular bundles and other characters were mapped to chromosomes 1A, 1B, 2A, 2D, 3A, 4B, 4D, 5A, 5D, 6D and 7D.
It has been found that loci with high phenotypic effects on lodging tolerance are colocalized with loci responsible
for plant height, stem diameter and stem strength. To increase resistance to lodging, it is necessary to develop a set
of agrotechnical methods that reduce the influence of soil and climatic factors and create wheat varieties tolerant
to lodging.
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BBepeHune

[Toneranne — onuH U3 MIaBHBIX (HAKTOPOB, BIMSIONINX Ha
YpOXalHOCTb ITIICHHIIBI, Ka9eCTBO 3€pHA M COJCP)KaHHE B
HEM IIUTATCIIbHbBIX BCIICCTB. HpI/I IIOJICTAHUU ITOHUXKACTCS
YCTOWYMBOCTh PaCTEHHH K O0NIE3HIM, (POPMUPYETCS HIyTII0e
3epHO, BO3HUKAIOT ITPOo0IeMbI ¢ yoopkoi yporkast. [loneranne
TIIEHHUIIBI B TPeTyOOpOUHBIN M YOOPOUHBIH TepHO/IBI, COIPO-
BOXKIAIOIIMECS HEOIArOMPUSITHEIMH ITOTOIHBIMHU YCIIOBHSAMH 1
YacTHIM BBINA/ICHUEM TOKICH, BI€UET 3a cO0O0i mpopacTanne
3epHa Ha KOPHIO M 3HAYMTENILHO CHMXKACT XJIeOOIeKapHbIe
kauecTBa. DopMUpPOBAHHE MEJIKOTO 3€pHA C HU3KOW Maccoul
1000 3epeH B pe3yinbTare HapyLUIeHNUs TPAHCIOPTUPOBKU ac-
CUMUJIAHTOB B KOJIOC — YaCTOC ABJICHUC IIPH IMOJICTaHUH, HA-
CTymUBIIEM 10 HanuBa 3epHa (Berry et al., 2004; Packa et al.,
2015; Khobra et al., 2019). [Torepu 3epHa Ha MOJETAIOUINX
[10CeBaxX 03MMOM U SIPOBOM MILIEHUIIBI COCTABIIAIOT B CPEAHEM
ot 20 10 50 %. IToneranue MoCEBOB Ha CTAIUAX KOJIOIIEHN,
MOJIOYHOH, BOCKOBOH M ITOJTHOM CHEJIOCTH 3€pHa MPUBOAUT
K CHIDKCHHIO ypokaitHocTH Ha 31, 25, 20 u 12 % cootBeT-
ctBerHo (Weibel, Pendleton, 1964; Fischer, Stapper, 1987).
Jlasxe KpaTKOBpEMEHHOE TOJIETaHHE PACTCHHH BBI3BIBACT
notepu ypoxas (MBanos, [{oxynaes, 1979). UccnenoBanus
A.H. JIy6amnna (2006) mokasaiay HaIW4ne MpsiMON CpeqHen
3aBucuMocTH (7 = 0.346+0.08) Mexy yCTOHYMBOCTBIO K
MOJICTAaHHUIO M YPOXKANHOCTHIO; IIPH 3TOM B TOJIBI CO CIa0BIM
YBII&XKHEHHEM dTa CBS3b BBIpaKeHa ciadbee. Uem ycToiun-
Bee cTe0ertb, TeM JIydIle Pa3BUT KOJIOC: OH KpyITHEe, JIydIle
03CpHCH U UMeeT O0JIBIIOH Bec 3epeH. B moseriom ieHose y
pacTeHHU akTHBHEE pa3BUBAIOTCS JIUCTOCTEOIEBEIE OONIC3HN
(MyuHHmCTast poca, Oypas 1 creOieBast p>kaBa4MHa, CETOPHO3)
1 KOPHCBBIC THUJIN.

Amnamm3 MHOTOuHCIeHHBIX padot (Hocarosckuit, 1965; Te-
pentbeB, 1974; Usanos, loxynaes, 1979; Jlennu, 1980; 3axa-
poB u 11p., 2014; Packa et al., 2015; Shah et al., 2017; Khobra
etal., 2019) mo3BoJsieT caenarh 3aKIF0YSHHE, YTO ITOJICTaHke —
9TO M0 CyHIEeCTBY (pH3MOIOTHYECKast peakiysl paCTCHUI Ha
OIIpe/IeIICHHbIC YCIIOBHSI BHEITHEH Cpe/ibl: HEZOCTAaTOK CBETa,
CTPYKTYpY TOYBBI, €€ H30BITOYHYIO BIAYKHOCTb, BIQXKHBIH C
BBICOKOI TEMIIEpaTypoil MUKpOKJIMMAT BO3/1yXa, BHICOKOE
COACPIKAHUE a30Ta U APYTrUX MUHEPAJIbHBIX COCTaBJIAIOMINX
(Mavi et al., 2004; Dahiya et al., 2018). [lepeuncriennsie (ak-
TOPBHI BHEITHEH CPEAbl CUUTAIOTCS OCHOBHBIMHM NPUYMHAMH
TIOJIETaHHUS! 36PHOBBIX KYJBbTYp. HemanoBaxHy0 poiib UTpatoT

KJIMMaTHYECKHUE U TIOTOIHBIC YCIIOBHS, B TOM YHCIIE CKOPOCTh
BETpa, JOXKIU U T'pal. B TOATBEPIKACHNUEC TAKOI'O BbIBO/JIA I'0-
BOPAT (PaKThl MAaCCOBOTO PACIPOCTPAHEHHS MOJETAHUsI BO
BJIQXKHBIX PafOHaX ¢ OOUIILHBIMH €CTECTBEHHBIMHU 0CaIKAMHU
(Niu et al., 2016).

YCTOMUHUBOCTH K IMOJIETAaHUIO 3aBUCUT TAKXKE OT KOMILJIEKca
B3aUMOCBSI3aHHBIX [TPU3HAKOB, TAKMX KaK aHATOMHYECKHE U
MOP(OJIOTHYSCKUE OCOOCHHOCTH CTEOIIST M KOPHEBOM CHUCTE-
MBI, OHOXUMHYECKHE U (HPU3NOIOTHUECKUE TPOIIECCHI, TIPO-
TeKaIIKe B opranusmMe pactenusi. CormacHo mpoBeIeHHBIM
HCCICAO0BAHUAM, OCHOBHBIMU XapaKTEPHUCTUKAMU, KOTOPLIC
OTPEACISIIOT YCTOWYNBOCTD IIICHHIIBI K MOJICTAHUIO, SBIISI-
IOTCSI: BBICOTA PACTEHUSI, JNTUHA U TOJIIUHA CTEOIs1, pa3Mephbl
BEPXHCTO U HUIKHETO Me>1<}10y3n1/1171, YHUCJIO MPOAYKTHUBHBIX
MOOEroB, IMAMETP M YHCIIO TIPOBOJSIIUX [TYYKOB, COJIEPIKaHUE
JIMTHUHA U [EJUTIONO03bI B CTE0JIE, COAEepIKaHNE PACTBOPHUMBIX
caxapos, Bec 3epHa B konoce (Kelbert et al., 2004; Monoga,
2009; Berry, 2012; Packa et al., 2015; Xiao et al., 2015;
Khobra et al., 2019; Shah et al., 2019).

[ocnemHue 1OCTHKEHUS B pa3pabOTKe METOI0B OMOTEXHO-
JIOTHH MTO3BOJIUITH WICHTU(DUIINPOBATH PsiJi TEHOB U JIOKYCOB
KOJIM4EeCTBEHHBIX MPpU3HAKOB (QTL), KOHTPOIUPYIOLIHX MTPHU-
3HAKH, CBsI3aHHbIC C moyieranueM. C UCIOIb30BaHHEM JBYPO-
JIUTENILCKUX KAPTUPYIOIIUX MOMYJISIINT ObLIN JIOKaTU30BaHbBI
reHeTnyeckue (pakTopbl, aCCOLUMUPOBAHHBIEC C TOJIEPAHTHO-
CTBIO K IT0JIEraHuI0. MHOrMe U3 HUX KapTUPOBAHBI B TEX KC
TEHOMHBIX paifoHaX, [JIe JIOKAIN30BaHbI TeHBI, OTBEYAIOIIIHE 32
BBICOTY PACTEHHSI, IUAMETP U TOJIIHHY CTEOIs, ypOXKAHHOCTh
(Verma et al., 2005; Kong et al., 2013; Berry P., Berry S.,
2015). Coverannue METOIOB MOJHOTEHOMHOTO TIOMCKA acco-
[UAIUIA U BHICOKOTIPOU3BOAUTEIBHOTO (DCHOTUITUPOBAHUS C
HUCIIOJIb30BAaHUEM 06IJlI/lprlX KOJ'IJ'leKLll/lI‘/II COpPTOB BBISIBUIIO
HOBBIE TEHOMHBIE pallOHbI, KOPPEIUPYIOIIHE C YCTOMYHUBO-
cthio k moneranuto (Kaur et al., 2017; Singh et al., 2019).

Cenex1yst 3epHOBBIX KYJIBTYp Ha IPOLYKTUBHOCTb HEPa3-
PBIBHO CBs3aHa C CEJEKLUMEN Ha yCTOMYMBOCTb PacTEHUM
K HeOIaronpusTHeIM (haKTopaM BHEIIHEH CpeJibl, BKIIOUast
YCTOMYUBOCTS K IOJIeraHuio. B HacTosieM 0030pe paccMoT-
peHa poJib Pa3NUUYHbIX (AKTOPOB, BIHUSIOUIMX HA YCTOWYH-
BOCTbH TIICHUIIBI K MOJETaHUIO, B TOM YHCIIE MPUBEIACHBI
PE3yIIbTaThl HCCIICIOBAHUI 10 MOJICKYJISIPHO-TCHETHUCCKOMY
KapTHPOBAHHUIO TeHETUYECKUX JIOKYCOB, ACCOIMUPOBAHHBIX C
MPOSIBIICHUEM JIAHHOTO MPHU3HAKA.
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Tunbl noneraHms
[Tox moneranueM MPUHSTO MOHUMATh CMENIEHUE CTeOIs
WJIK BCETO PACTEHHSI OT €ro BEPTHUKAIBHOTO mosoxkenus. Ha
MPAKTUKE Pa3IHMYaOT MPUKOPHEBOE U CTEOJICBOE MOJICTaHHE
mmenntbl (HocaroBckuit, 1965; 3axapos u np., 2014; Khobra
et al., 2019). [IposiBneHIE KOPHEBOTO WIIA CTEOICBOTO THIIA
MOJICTAHKSI 3aBHCUT OT XapaKTEPUCTHK KOHKPETHOIO COpTa
1 (aKTOPOB BHEIIHEH cpelibl. [IpUKOpHEBOE MOJIeTaHKue CBsI-
3aHO C HEJIOCTATOYHON MEXaHWYECKOH MPOYHOCTHIO CaMHX
KOpHE# JIN00 HEJI0CTaTOUHO MPOYHBIM CICTIICHUEM KOPHEBOU
cucreMsl ¢ ouBoii (Packa et al., 2015; Shah et al., 2019).
ApXUTEKTYpa KOPHEBOI CHCTEMbI MIPACT BAXKHYIO POJIb B
MOJIICP’)KAHUK YCTOMYMBOCTH PAcTEHUs K IoJeraHuro. M3-
BECTHO, YTO IIyOWHA 3aJieraHusl KOPHEHl, JUTMHA U TUIOTHOCTh
KOPHEBBIX BOJIOCKOB, YTOJI PACIIONOKEHHUSI 0a3aIbHBIX KOPHEH
U UX U3rub BIMsoT Ha yerounBocTs (Pinthus, 1967; Crook,
Ennos, 1993). OxgHoit n3 npuyuuH c1abopa3BUTON KOPHEBOH
CHUCTEMbI MOXKET OBbITh JC(QUIMT BJIArd B MMOYBE B MEPBYIO
MOJIOBUHY Beretanuu. Kpome Toro, mpuKopHEBOE MOJICTaHKHe
BCTpeUaeTcsl B pailoHax ¢ OONBITUM KOJIMYECTBOM OCAIKOB B
(ha3bl KyIIEHHs U BBIXOJIA B TPYOKY, & TAKIKE TIPH OPOILICHUH.
Kak mpaBuito, y reHOTUIIOB C TAKHM THUIIOM IOJICTAHUSI IIPOY-
HBIN cTeOCIb, MX AHATOMHUYECKHE MTOKA3aTeNI BIIOJIHE COOT-
BETCTBYIOT MMOKA3aTeJIsIM COJIOMUHBI XOPOIIIO YCTOHYUBBIX K
nosteranuio ¢popm (MBanos, Jloxynaes, 1979; Jlemuu, 1980).
B pesynbrare nepeyBia)kHEHUS] BEPXHETO CJIO0s MOYBBI O
TSHDKECTBIO HAJ[3¢MHOW MAacChl PACTEHUI HAOIIOMaeTCsl CMe-
IIICHUE ¥ PACTSHKCHUE KOPHEH, a MHOT/Ia U UX pa3psiB. CTeOnu
pacTeHUi TEPSIOT BEPTHKAIBHOE MOJIOKCHHE W TTOJICTafOT.
Bonee mupokuii yros pacnpocTpaHeHusi KOPHEBOH CUCTEMBbI
CHU)KAaeT PUCK BO3HHUKHOBCHHS PUKOPHEBOTO TOJCTaHUS
(Hocarosckuii, 1965; Berry, 2012; Packa et al., 2015).
CrebneBoe MojieraHue MIISHUIIbI TPOUCXOAUT TIOJT BIIHSI-
HUEM HArpy3KH Ha cTe0esb, KOTOpasi BO3PACTACT C YBEIHYC-
HUEM BE€Ca Ha KOJIOC U YJIMHECHUEM COJIOMUHBI. prFI/IMI/I
CJIOBaMHU, [TPOMCXOAUT M3THO U JIaXKe CIIOM COJIOMHUHBI, Ipe-
HUMYIICCTBEHHO B PaiiOHE BTOPOTO M TPETHETO MEXKJIOY3IIUS
cuuzy (Tepeurtnes, 1974; Zuber et al., 1999; Packa et al.,
2015; Khobra et al., 2019). OcobeHHO 9acTo cTedaeBOE MO~
JICTAHUE BCTPEUYACTCSI Y COPTOB C JTTMHHBIM X TOHKHM CTEOJIEM.
Hanbonpmmuii Bec Kojioca OTMEUYAETCS B KOHIIE CIIEIIOCTH.
HecMoTpst Ha TO YTO TPEThE HIKHEE MEXKI0Y3/IHe 00manaeT
MEHBIIICH YCTOHYNBOCTHIO COJIOMHIHBI Ha U3JI0M, Y€M BTOPOE,
B cuily OOJNBINEH HArpy3KH, MPUXOJSIICHCS Ha MOCIenHee,
MOJIETaHUE TMIICHHUI[BI Yallle BCEr0 OTMEUYAeTCsi HMEHHO BO
BTOPOM MEXKOY3JIIUH. YBIXXHECHUE KOJIOCA YBEIIMYUBACT Ha-
Ipy3Ky Ha cTe0elb, MOATOMY JOKIN B ATO BpeMsi Hanbosee
OTIACHBI JUTs IOJICTaHHS [IIICHUI[bI. YCIOBHUS BHEIIHEH CPE/Ib
npuoOpeTaroT 0c000e 3HAYCHHE BO BpeMs (hOPMHUPOBAHUS
BTOPOTO U TPETHETO MEMKI0Y3ITHSL.

(DaKTOpr, Bbi3blBaloLjie nosieraHne

DakTopbl, BHI3BIBAIOIIUE TTOJIETAHHE, MOYKHO TTOPA3/ICIUTh
HA YEThIPE TPYIIbL: OCOOCHHOCTH CaMUX PacTeHHid (CTpoe-
HHE 1 CBOMCTBA CTEOIIs, pa3BUTHE U CTPOEHHE KOPHEH 1 1Ip.);
(dhusnyeckue Gpakropsl (BETEp, A0KIb, IPa, TEMIEpaTypa u
CBETOBOM PEXUM U JIp.); arpoTeXHIUUECKUE (PaKTOPHI (H30bI-
TOYHOE YBIIQKHEHUE U TUTAHUE, B [IEPBYIO OYEPEb a30THOE,
HemocTatok (ocdopa U Kajusl, 3aBbIIICHHBIC HOPMBI II0CEBA
U JIp.); TOpPaXECHUE MIIECHUIIBI OOJNIE3HIMHU, KOTOPOE B He-
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MaJIOi CTENEeHM CBS3aHO C COPTOBBIMH OCOOCHHOCTSIMHU U
arpOTEXHUKOH.

Ocoboe 3HaueHNE NMEET BBINAJICHNUE 0CA/IKOB, a TOYHEE HE
KOJIMYECTBO BBINABIINX OCA/IKOB, @ HHTEHCHBHOCTD JOXKIS U
camo ero gopmupoBarne. Kak mpaBmio, CHIBHBINA U TTOPHI-
BHUCTBII BETEP € JIOXKJIEM HITH TIOCIIE JIOXKIS SIBJISICTCS OCHOB-
HOM NpUYMHON nosieranus. HemanoBaxHsiit Gpakrop — 3ary-
IIEHHOCTH ITOCEBOB, KOTOPasi MPUBOANUT K BO3HUKHOBEHHUIO
B3aMMO3aTECHEHUSI, B PE3YNIBTATE Yero POPMHUPYIOTCS TOHKHE
U JUTMHHBIC CTEOIHM CO CIa00Pa3BUTON KOPHEBOW CHCTEMOM
(UBanos, [loxynaes, 1979; Foulkes et al., 2011).

BbIcokmii ypoBeHb TUIOIOPOANS M CTPYKTYpa ITOYB TOXKE
CHOCOOCTBYIOT IoJIeranuto. JIOCTyIHBIN AJIsl pacTeHHUs a30T
MOXXET IIOCTYIIaTh B HETO B Pe3y/IbTaTe MUHEPATH3AIAN pac-
TUTEJIBHBIX OCTATKOB WJIM 4Yepe3 MHHEpAJIbHbIC YI0OpEeHUS
(Berry et al., 2004). IIlpumeHeHre MUHEpaAIbHBIX Y100pe-
HUH BEAET K MOIIHOMY BEreTaTHBHOMY POCTY IMIICHHIIBI, K
CHIIBHOM KyCTHCTOCTH, YTO BJICUET ITOBBIIICHHYIO INIOTHOCTD
arpoleHosa pactenuil. [loBsllaercss KOHKypeHUHUs 3a Ipo-
CTPAHCTBO, CBET M MTUTATEIIFHBIC BEIIECTBA, YTO B KOHCUHOM
UTOTEe MPUBOANT K (POPMHUPOBAHMIO pacTeHHH ¢ Oosee TOH-
KUMU U JJTUHHBIMH U 00Jiee ClIa0bIMK CTEOISIMHU C MEHBIIIM
KOJIMYIECTBOM CYXOTO BEIIIECTBA B HIDKHEH 9aCTH MEXKI0Y3IIHS.
[Tomumo ymnmuHeHust ctebist, Habmonaercst GopMupoBaHue
TOHKHX KOPHEH O ¢1abo¥ CHITOM crieryieHus ¢ mouBoi (Berry
etal.,2004; Foulkes et al., 2011). Bosbimoe kommuecTBo a3oTta
CHIDKACT TaKXKe COJIeprKaHue LeIJUTION03bI M JIMTHUHA. Y100pe-
HUS ¢ KanueM, (ochopoM U MUKPOIIEMEHTAMH OKa3bIBAIOT
MEHBIIIee BO3ICHCTBHE Ha N3MEHEHHE IPOYHOCTH CTEOIS, IeM
a30THBIE, XOTS 3TH JaHHBIe HeomHo3HauHbl (Mulder, 1954;
Zhang et al., 2017; Khobra et al., 2019).

B coBpeMeHHOM TPOU3BOICTBE MPUMEHSIIOT HHTEHCHBHEIE
TEXHOJIOTHH BO3/ICIIBIBAHNS IIIICHUIIBI: BHECEHIE MUHEPAJIb-
HBIX yIO0OpEHHH C 1IeJIbI0 MOJTYyYeHHs] BBICOKUX YPOXKaeB M
TIOBEIIICHIS KauecTBa 3epHa. [[0CKoMbKy MpUMEHEHIE MUHE-
paNbHBIX yI0OpEeHHH MOXET IPUBECTH K ITOJICTAaHNIO, OHUM
13 CIIOCO0O0B PeILeHNUsT JaHHOM 3a/]1a41 CTaJI0 UCII0Ib30BaHUE
PETYISITOPOB pocTa (PETapIaHTOB), TOPMO3SAIMINX POLIECCHI
pocra pactenusi. Oxa3anock, YT0 CBOEBPEMEHHOE TOPMOXKE-
HHE pOCTa BEreTaTHBHBIX OPraHOB PACTEHUI MOXKET CII0Cc00-
CTBOBAaTh PA3BUTHUIO Y HHUX Ps/ia TOJIE3HBIX XO3IHCTBEHHBIX
MIPU3HAKOB: PACHINPEHHE TUIACTUHOK JINCTHEB, MTOBBINICHUE
MHTEHCUBHOCTH HX 3€JIEHOI OKPACKH, pOCT 00beMa KOPHEBOH
CHCTEMBI, YMEHBIICHNE MTPOIOIHKATEIEHOCTH TTOKOSI CEMSH,
TIOBBIIICHUE BCXOXKECTHU M yBEIIMUCHUE SHEPT UK IPOPACTAHHSI.
[Tpu 5TOM BaskHO, 4TO CaM X071 (PU3HOJIOTNUECKHX ITPOLIECCOB,
OTIPENIeNAIONTNX MPOAYKIMOHHYIO CIOCOOHOCTH 00paboTaH-
HBIX PAcTEHUI, HE JOJDKEH NMpETepIeBarh CyNIECTBEHHBIX
n3MeHeHui. JlaHHbIC O BIMSHUU pETapJaHTOB Ha (PU3UO-
JoTHYecKue (QYHKIIMH PACTCHHWH MPOTHBOPEUYHBHI, OJHAKO
OOJBIITMHCTBO PE3yJIETAaTOB CBUACTEIBCTBYET, YTO PETYIISITOPHI
pOCTa pacTeHui He OKa3bIBAIOT OTPHULIATEIILHOTO BO3ICHCTBUS
Ha (DOTOCHHTE3, OTPAHUIUBAIOT YPE3MEPHBIA PAaCXOJ BOABI U
obecrieunBaroT O6osee OnaronpusTHEIH BomHbIH pexxnm (11a-
noBai u ap., 2010; Souza et al., 2010).

AHaTomunuyeckue n mopdpodusnonornyeckue
napameTpbl cTebns

JnmHa ctebns — onuH U3 Hanbosee BayKHBIX MOP(OIoruye-
CKHX MPU3HAKOB, KOPPEIUPYIOIIUI C YyCTONYUBOCTBIO K I10-
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JIeraHno. 3HaYMTeNIbHAsl CKIIOHHOCTD K IOJIETaHUI0 Y IIIIe-
HUIIBI HAOMIOMaeTcs MpH BBICOTE pacTeHus cBeimie 120 cm
(Hopodees n ap., 1976; Packa et al., 2015). 'enoTumsl, nmero-
II1€ YKOPOUYECHHYIO COJIOMUHY, OTIIHYAIOTCSI TOJIEPAHTHOCTHIO
K TIOJIETaHUIO U OONBIIeH ypoykalfHOCTBIO 3epHA. AKTHBHOE
BBIBE/ICHHE KOPOTKOCTEOEIBbHBIX COPTOB Hadanoch B 1960—
1970-x TT. IpU UCNOJB30BAHUH B CEJICKIMH Pa3IUIHBIX
amneneit renoB Rt (Reduced height). CormacHo karamory
TeHHBIX CHMBOJIOB, y MIICHHIBI 0OHapyxeHo Oonee 40 an-
Jeneii reHoB R/, TOKaJM30BaHHBIX B XpPOMOCOMaX BTOPOI U
YETBEPTOM T'OMEOJIOTMYECKUX I'PYIII U B XpoMocoMax SA, 5D,
6A,7A, 7B (Mclntosh et al., 2013, Supplements 2014-2017).
I'enbl RAt yCIIOBHO JIETISITCS HA JIBE TPYIIIBI ITO MX PEAKIUH Ha
rHOOEPEITHHOBYIO KHCIO0TY. HeayBcTBHTEMBHBIE K THOOEpET-
JTMHAM TeHbl Rht] v Rht2 xapTrpoBaHbl B KOPOTKHX TUIEYaX
xpomocoM 4B u 4D. I'ensbl, uyBcTBHUTENIBHBIE K THOOEpEILIN-
HaM, OBLTH JIOKaJTM30BaHBI B XpoMocoMax 2A, 2DS, 7BS u SA.
Kpome reHOB ¢ MOCTOSHHBIMU CHMBOJIAMH, TIPAKTHYECKH BO
BCEX XpOMOCOMaXx IMIICHHIbI KAPTUPOBAHO OOJIBLIOE YHCIIO
QTL (Wurschum et al., 2017).

HecmoTpst Ha MHOTOYMCIICHHOE YHCIIO TEHOB U ayuieiel
Rht, Tonbko uetsipe u3 Hux — Rht-B1b (4BS), Rht-D1b (4DS),
Rht8 (2DL) u Rhtll (Rht-Ble) — momydnnu MpaKTHIECKOE
IpUMEHEHNE TpU co31aHuu HOBBIX coptoB (Knopf et al.,
2008; Pearce et al., 2011; Xiao et al., 2015). [Ipucyrcreue
3THX T'€HOB B COPTAaxX MPUBOJUT K YMEHBIICHHUIO YUCIIA U
pa3sMepoB MEXJIOY3JIHH, COKPAIIEHHIO UTMHBI KOJICOITHIIA,
CHIDKCHUIO JUTHHBI cTebiis Ha 14—17 % u crocoOcTByeT
yBenmueHuto ypoxaiinoctu 10 20 % (Berry, 2012). Annens
Rht-Ble ctumynupyeT cyliecTBEeHHO O0JIbIIee CHIKEHHUE BbI-
COTbI PACTCHUI U YBEJIUYEHUE YPOXKANHOCTH 110 CPABHEHUIO C
amnenem Rht-B1b (JuBamryk u ap., 2012; Kopuryrosa u nip.,
2014). Ha cerogusiunuii nens 6onee 70 % copToB B MHpe
COJIepIKaT 1o KpanHeit Mepe onuH u3 3tux RAt renos (Evans,
1998; Borojevic, Borojevic, 2005; Kopuryrosa u ap., 2014;
Shah et al., 2019). OcTanbHbIe JTOKYCBI RAt HE UCTIONB3YIOT-
Csl U3-3a HEraTHBHBIX 3()(EKTOB HA YPOXKAWHOCTH U JIpyrUe
XO3HCTBEHHO BaykHBIe Tpru3Haky (Daoura et al., 2014; Wang
etal., 2014; Li et al., 2015).

B HacTosiiee BpeMsi U3BECTHO, YTO reHbl RAt-B1b u
Rht-D1b mmuenunsl kKoaupyioT MyTanTHele 0enkn DELLA,
KOTOpBbIE TIPH 00pa30BaHWU KOMIUIEKCA C THOOCPEINTMHOM
U PEIETITOPHBIM OEJIKOM PEIpecCUpPYyIOT THOOSPEIITHHOBBIN
CHUTHAJI, BIHAS TAKUM 00pa30M Ha POCT U Pa3BUTHE PACTCHUS
(Peng et al., 1999; Yamaguchi, 2008; Pearce et al., 2011;
Thomas, 2017). Myrauuu B crpykrype O6enkoB DELLA,
CHIKAIOIINE YyBCTBUTEIBHOCTh K JACHCTBHIO THOOepenu-
Ha, OBUTH BBISIBJICHBl Y MHOTUX BUJIOB PACTCHUH U JICTAIBHO
M3y4eHsbl Ha rpumepe apaduorncuca u puca (bunosa u ap.,
2016; Vera-Sirera et al., 2016). Uto kacaercs TIIIEHUIIBI, TO
Ha JTAHHBIH MOMEHT MOJICKYJISIPHBIC 1 OMOXMMHUYECKHE (DYHK-
1uu MyTaHTHBIX 6enkoB DELL A HerocTaTouHO U3y4eHbl, YTO
CEpBE3HO 3aTPYIHSET MEPCIIEKTHBBI MCIOIb30BAHUS TAKUX
MyTalui Ha TPAKTHKE.

[ToMuMO JUIMHBI, HEMAIOBXKHYIO POJIb MIPAIOT JIpyrue
rapaMeTpsl cTeOsl. YCTaHOBIEHO, YTO AUAMETP COJIOMHUHBI,
€€ TOJICTOCTEHHOCTH U BEC, KOJIMYECTBO COCYANCTHIX ITyIKOB
U IMPOKOE KOJIBLIO MEXaHUYECKUX TKaHEH KOPPEIHPYIOT C
ycToitunBOCTRIO K moneranuio (EmenssiHoBa, Pesnndenko,
1970; NBanos, loxyHaes, 1979; Shah et al., 2017). Ocoben-
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HYIO POJIb B IPOYHOCTH CTEOJII MHOTHE UCCIIEA0BATENN OT-
BOZIST TOJIIIMHE CTEHOK MEXJIOY3IHH 1 UX aHATOMHUYECKOMY
CTPOCHUIO. YBEJIMUCHHUE IMAMETPa 1 TOIIMHBI CTEOIS TPUBO-
AT K roBbIieHuto ero npounoctu (Packa etal., 2015; Shah et
al., 2017). TommuHy CTEHOK COIOMIHBI 00€CTICUMBAIOT KJICTKU
OCHOBHOW M MEXaHHYECKOH TKaHEH, a TakKe KOMITOHEHTHI
MpoBoAALIeH cucteMsl. TomiuHa cTe6s NIIeHUIIBI SIBISeTCS
LIEHHBIM TPU3HAKOM, MAPKUPYIOIINM MOTCHIINAIBHYIO IIPO-
JTYKTHBHOCTB pactenui (JIazapesuy, 1999; Packa et al., 2015).
VBennueHue auamerpa cTelis crocoOCTBYET CHHIKEHHIO
pHCKa BO3HUKHOBEHHS TIoJieTaHusl. JloCTUraeTcst 3To 3a CUeT
YBEIMUYCHUS THaMeTpa MPOBO/SIINX ITyYKOB NMAPEHXUMBI U
TOJIIMHBI CKJIEPEHXUMHOM TKaHH, KOTOPasi, B CBOIO OUEpPEb,
3aBHCHT OT YHCIIa CJIOEB KIETOK U MX auamerpa (Jlazapesuy,
1999).

HNmeercs psa uccieloBaHU 110 BBIABICHUIO I'€HETHYE-
CKHUX JIOKYCOB, aCCOLMMPOBAHHBIX C MapaMeTpaMu CTeOIs.
C ucnonb3oBanueM purartonaaoi (DH) mormysisiiny o3umMoit
MATKOW mieHusl mectb QTL A mpu3HakoB «IPOYHOCTH
CTEOIIs, «TONIIMHA CTEHKH CTEOIIS, «THaMETP CEPIILIEBUHBD)
U «AUaMeTp CTeOIIsH NACHTU(PUIIMPOBAHBI B XpOMOCcOMax 1A,
2D, 3B (Hai et al., 2005). B aqpyrux padorax reHeTH4ecKue
JIOKYCBI, OTPAXAIOIINE KOPPEISAIUNA MEKAY TOJIETaHHEM U
TOJIIINHOW CTEHKHM CTeOIs1, ObLTM KapTUPOBAHBI B XPOMOCOMAX
2A,3A,5A,1B,4B,4D, 6D u 7D (Keller et al., 1999; Xiao et
al., 2015). /{y1s1 uncia IpOBOSIIHX ITy9KOB OBLTH 3apeTUCTPH-
posanbsl QTL B xpomocomax 1A, 2D, 5D u 7D (Shah et al.,
2017). Pe3ynbraThl KApTUPOBAHUS TAKKE CBUIECTEIHCTBYIOT,
YTO JIOKYCBHI C BBICOKHM (DEHOTHIIHICCKUM IPPEKTOM B OT-
HOIICHUH TOJIEPAHTHOCTHU K TIOJICTAHHUIO KOJIOKAINU3YIOTCS C
QTL, xoTOpBI€ OTBETCTBEHHBI 32 BLICOTY PACTEHHUSI, TUAMETP
u pogHocTh cTedns (Berry P., Berry S., 2015; Lietal., 2015).

Jnst u3ydeHnst TeHeTHYECKON apXUTEKTYPbI TAKOTO CIIOXK-
HOTO TIPH3HAKa, KaK IoJieraHue, HeoOXoUMbl MacIuTaOHbIe
(heHOTHIIHUECKNE U TEHOTUIHYECKHE YKCIIEPUMEHTHI C HC-
MOJTb30BaHUEM MOMYJISIMI Oombiioro pasmepa. 1o mocnen-
HUM JaHHbIM (Singh et al., 2019), reneTnyeckas 0cHOBa IoJIe-
TaHus OblIa NCCIIEI0BaHa C TOMOIIBIO HOBOTO METOANIECKOTO
TI0/IX0/Ia BBICOKOBOCIPOHU3BOUTEIILHOTO ()eHOTHITHPOBAHUS
(HTP, high-throughput phenotyping). [IpumeHenue meTonoB
TEHOMHOM CENEeKIMH ¥ T€HOMHOTO MPOTHO3MPOBAHUS MO-
3BOJIMJIO MJICHTU(HUIIMPOBATH KIIOYEBOW T€HOMHBIN paiioH B
xpoMocome 2A ¥ MUHOPHBIE JJOKYCHI B IPYTHX XPOMOCOMaX,
copmagaromue mo jokamusanuu ¢ QTL, xapTrpoBaHHEIMU
paHee B IpyTuX UCCIICAOBAHUSIX.

C nomouIpl0 COBPEMEHHON MUKPOCKONUYECKONW TEXHH-
KM YCTAaHOBIICHO, YTO MPOYHOCTH CTeOIs obecrednBaeTcs
KOMITJICKCOM aHaTOMHYECKHX MPU3HAKOB: YHCICHHOCTHIO U
B3aMMHBIM PACHOJIOKEHHEM MPOBOASIIUX yYKOB, TOIIOTpa-
(hrueCcKNM MOJIOKEHUEM B cTE0JIE MEXaHIMUECKNX TKAHEH U UX
napamerpamu (Jlazapesuu, Meixibik, 2014). Bermonnennas
4acTh CTCOIIS IIPEICTABIICHA SIIUCPMUCOM, ICPBUYHOM KOPOU
Y LIEHTPAJIbHBIM LIINH/POM, COCTOSIIINM U3 nieprdepuaecko-
TO KOJIBIIA CKJIEPEHXHMBI, ITPOBOSIINX ITyYKOB U 3aIacaromieit
MapeHxuMbl. B cep/iieBuHe napeHXuMbl y MATKOH HIIEHHUIIBI
MMEETCsI OJIOCTh — MEAYIUIIPHAs JTaKyHa, KOTopasi 00pasyeTrcst
B Pe3yJIbTare pa3pylleHus! CepALEBUHBI IIPH YIUTMHEHUH CTeO-
a5t (Hocarosekuid, 1965; EmenbsiHoBa, Pe3nuuenko, 1970).

IIpoBoasmue mMydKkd MapeHXUMBlI U TEPBUYHONH KOPBI
BMECTE COCTABJISIOT TPOBO/ISIITYIO CHCTEMY PacTEHUSI U OJTHO-
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BPEMEHHO BXOJIAT B COCTaB MeXxaHU4YeCKoi Tkanu. [1pu n3rube
WU JIOMKOCTH CTEOJIsI B PE3YNbTATe MOIETaHusI TPOUCXOANT
MOBPEXk/ICHUE COCYIMCTHIX MPOBOSIINX IMydkoB. Hecmor-
psl Ha OTCYTCTBHE OJHO3HAUHBIX JJOCTOBEPHBIX KOPPEISIIUI
MEX/y YUCJIOM MPOBOAALINX ITYYKOB M yCTOHYMBOCTHIO
K TIOJICTaHUIO, TIPY MU3YyYCHWH AaHATOMHUYECKOW CTPYKTYpPbI
cTeOJIsl BUIOB U COPTOB SIPOBOM IMIIEHUIIBI, PA3JINYaIOIINXCSI
T10 MOJIETaHHI0, OTMEYEHA Pa3HUIIA B KOJIMUECTBE COCYIHCTO-
BOJIOKHHCTBIX ITyYKOB B MeX/10y31HsX (Ageeva et al., 2019).
VBeNNYEHHOE YUCIIO COCYAUCTBIX IIyYKOB HAOIIOAAIOCh Y
COPTOB, YCTOWYMBBIX K MOJIETaHUIO.

[To muenwmro C.B. JIazapesnya (1999), ycroitunBocTH K 110-
JIETaHHIO CIIOCOOCTBYET PUTMUYECKOE YEePET0BAHNE KPYITHBIX
U MajbIX My4KOB M HAJIMYUE y KPYIHBIX MYYKOB CKJIEPEH-
XUMHBIX OOKJaJIoK. B cirydae y3Koro ciosi CKICpeHXUMBI
(hopMHUPYIOTCS PACTEHUS C TOHKUM M JIOMKUM CTEOJIEM.

YCTOIYNBOCTE K TOJIETAHUIO TIPENCTABISIET cO00il KoM-
TUIEKC TECHO B3aNMOJICHCTBYIOIINX MEXTy COOO0I IPH3HAKOB,
[I03TOMY Ba)KE€H HE TOJIBKO LIMPOKUH CIIOU CKIEPEHXUMHOMN
TKaHH, HO 1 OOJIBIIOE COAEPKAHUE B HEM JINTHHHA U LIEILTIO-
no3sl (Shah et al., 2017). Ha ceropnsiauii AeHb OTCYTCTBYET
JlocTartouHast nHGOpMaIHst 0 TeHETHYECKOM KOHTPOJIE Coziep-
KAHUSI [IEIUTIONO3bI y TIIEHHUIIBI, 33 UCKIIIOUCHUEM PE3yIIbTa-
ToB S. Kaur ¢ komeramu (Kaur et al., 2017), koTopsie ¢ tomo-
IIBI0 TIOJIHOT€HOMHOTO [IOMCKa aCCOLMALINIT BBISIBUIIM JIEBSTh
MapkepoB SNP, ¢ BBICOKOI JTOCTOBEPHOCTHIO CBSI3aHHBIX C
TeHAMH, KOIUPYIOMNMHE B-TyOyinnH, ayKCHH-HHAYIAPYEMBbIH
0eoK 1 TpaHCMEeMOpPaHHBIN ONIOK C HEM3BECTHOU (DYHKLIMEH.
[Tpenmonaraercst, YT0 3TH T€Hbl MOTYT OBITH BOBJICUCHBI B
OMOCHHTE3 LIEIUTIONO3BI M BIUATH HA IPOYHOCTH CTEOIS.

JIUrHUH — BayKHBINM CTPYKTYPHBII KOMIIOHEHT BTOPUYHOI
KJIETOYHON CTEHKH, KOTOPBIM CBSI3aH U C POCTOM PACTEHUS,
U C IPOYHOCTBIO CTEOMsI. Y MIIEHUIBI HaOMoaaeTcst 3Ha4u-
TeJIbHas KOPPEJSIIIMOHHAS CBS3b MEXIY YCTOHYMBOCTBIO K
MOJICTAHHIO W COAep KaHWeM NTUTHHHA B crebne. D. Peng ¢
KOJIJIETaMH B CBOEM HCCIICZOBAHUM YCTAaHOBMIIM, YTO COPTa
C BBICOKHM COJIEp)KaHHEM JIMTHHUHA MOTYT OBITh MCIIOJIb30-
BaHbI B KaUE€CTBE NCTOYHHUKOB C IIEIBIO CO3aHUs 00pas3IioB,
TOJIepaHTHBIX K noneranuio (Peng et al., 2014). Kpome Toro,
B COBOKYITHOCTH YBEJIMYECHHE COJECP)KAHHME JIMTHUHA U Te-
MUIIEJUTION03B! YBEIMUNBaeT MPoYHOCTh cTebms. Copra ¢
HU3KUM COJICpKaHHEM 3THX KOMITOHEHTOB 00Jiee CKIIOHHBI K
noneranuio (Zheng et al., 2017).

Eme onHUM Ba)XKHBIM CTPYKTYpPHBIM KOMIIOHEHTOM, 00ec-
MEYMBAIONIUM MPOYHOCTH CTEONS y IMIICHHUII, SBISIETCS
kpemuuii (MBanuenko, Pe3anosa, 2016; Shah et al., 2017).
buonornueckuii akTUBHBIN KPEMHUH YKPEIUISIET SMUIEPMUC,
KOpY M COCYAHMCTO-ITPOBOJISIINE TKAHH, TEM CAMBIM CYIIle-
CTBEHHO TIOBBIIIAs! IITACTUYHOCTB, YIPYTOCTh, IPOYHOCTD CTe-
651, TUCTHEB U 3aIIUTHBIE QyHKIMH pacTeHnid (MBandeHko,
Pe3zanosa, 2016). DTo NpOMUCXOAMT 3a CUET TOTO, UTO KPEMHHUH
3HAYUTENIBHO YBEIUYMBACT COACPIKaHUE IIEIUTION03bI U JIUT-
HHUHA B KJIETKaX CKJIepeHXxnMbl. OH HaKalIuBaeTCs B SIUIEP-
MaJIbHBIX TKaHSIX M KOPOHApHBIX KIIETKax, oOecreunBast UX
MEXaHUYECKYIO MTPOYHOCTh U xkecTkocTh (Shah et al., 2017;
Zhang et al., 2017; Khobra et al., 2019). B TkaHsIX 3¢pHOBBIX
KyJIBTYP JIBYOKHCh KPEMHUs COCTaBISIeT Oojiee MOJOBUHBI
OCTAJIbHBIX MHKPOJJIEMEHTOB, MOIJIOIIAEMbIX M3 ITOYBHI.
3epHoBbIe TorIoMmaT kpeMHust B 10-20 pa3 Gonbire, gem
6000BbIe. B TeueHne BereTaimoHHOTO MEPHO/Ia KOJMYECTBO
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KPEMHHUS PACTET, JOCTUras MAKCUMyMa K €ro 3aBEpIICHHUIO
(KozmnoB u mp., 2015; Walsh et al., 2018).

OTCyTCTBHEC HEOOXOIMMOTO KOJIMYECTBA IPYTUX MHKPO-
AIIEMEHTOB TAK)KE MOXKET OKa3bIBaTh BIUSHHUE HA TPOYHOCTh
crebms. epuuut dhocdopa BEIZBIBAECT CHIKCHUE TOIIIUHBI
CTCHKU U (PH3HUYCCKOM TPOIHOCTH CTEOIIST. DTOT AIIEMEHT CII0-
COOCTBYET YKPEIUICHUIO KOPHEBOM CHCTEMBI, UTPAET INIABHYIO
pOJIb B MEpeHOCe dHEPTHH, B AbIxaHuu u (porocunrese. He-
JTIOCTATOK KaJIisl PUBOANT K YMCHBIICHHUIO THAMETpa CTe0-
JIs, HOCKOJ'II)Ky OH y‘iaCTByeT B J'll/IFHl/I(bI/IKaIJ,l/II/I KJIeTO‘-IHOﬁ
cTeHKU W KouteHxuMbl (EmenssHoBa, Pesnnuenko, 1970;
Shah et al., 2017).

3akniouyeHue

Takum 006pa3oM, CTETICHh YCTOWYHBOCTH K TIOJETAHHUIO pac-
TEHMI 3aBUCUT OT MHOTMX BHEIIIHUX U BHYTPCHHUX q)aKTOpOB.
Jliist cHMKEHHsI PUCKa BOSHUKHOBEHHUS TIOJIETaHHsI HE00X0-
JIIMO YYUTBIBATh HE TOJIBKO aHATOMO-MOP(OIOTHYECKHE U
(uznonornueckre 0COOEHHOCTH COPTa, TaKKe KaK JUIMHA U
TOJIIMHA CTeOIs, JUTMHA MEXKI0Y3INii, COfepKaHue TUTHUHA
U TCIUTIOTIO3EI | ., HO U KJIMMAaTHISCKUE 0COOCHHOCTH pe-
TMOHOB, HA TEPPUTOPUU KOTOPBIX KyJIBTUBUPYIOTCS TEHOTHUIIBL.
HemanoBa)xHO yYHTHIBATH TAKHE MapaMeTpbl, KaK BpeMs U
IUIOTHOCTH MOCEBA, BHECCHHUE YIOOPEHUH W PETyIATOPOB
pocra pacteHuid. CBsI3b MOJIETaHusI C BBICOTOM CTEOS U Ipy-
TUMH aHATOMO-MOP(OIOTHYECKIUMHU TIapaMeTpaMH KOHCTa-
THPYETCS BO MHOTHX Hay4YHBIX pa0OTax, OJHAKO BIIHSHHC
OOJIBILIMHCTBA TAPaMETPOB I10KA 110 KOHIIA He u3y4yeHo. B cBe-
T€ UCIIOJIb30BAHUS HOBBIX OMOTEXHOJIOTUUECKUX METOIOB U
PE3yJabTaTOB CEKBEHUPOBAHUSI TCHOMA IIICHUIIBI U JPYTHX
3JIaKOB HEOOXOAMMO MPOAOIDKATh PadOThI M0 MAEHTU(HUKA-
UM 1IEJIEBBIX JIOKYCOB /Uil YCTAHOBJICHHUSI Oojiee TOYHOMN
B3aMMOCBSI3U MKy TIOJICTAHUEM W JIPYTHMHU arpOHOMHYC-
ckuMH npu3Hakamu. [Ipu ocyiiecTBieHHN CENeKIIMOHHOTO
npoliecca, HaunHasi ¢ OLIEHKH U 1T000pa POIUTEIBCKUX Tap
M 3aKaHYHMBasl MUCCICIOBAHUEM HOBBIX THOPHIHBIX (HOpM,
Clle/lyeT KOMILIEKCHO MOAXOMUTh K Ipolieme, pemas ee ¢
MPUMEHEHUEM BCEX BO3MOXKHBIX ITOJIXO/IOB B 3aBUCUMOCTH OT
0COOEHHOCTEH MECTa BBIPAIMBAHKS U YPOBHSI TPEOOBAHUIT K
MOJIy4aeMOU IPOAYKIUH.

Cnucok nutepatypbl / References

bunosa T.E., Ps6osa /I.H., Auucumosa U.H. MonekysipHble OCHOBBI

(hopMHpPOBaHUS KAPIMKOBOCTH y KyJIBTYpHBIX pacteHuil. Cooluie-
nue I. Hapymienust pocra u3-3a MyTauuii reHOB Merabonu3ma M
curHanuara rudoepeaoB. C.-x. 6uonocus. 2016;51(1):3-16. DOI
10.15389/agrobiology.2016.1.3rus.
[Bilova T.E., Ryabova D.N., Anisimova [.N. Molecular basis of the
dwarfism character in cultivated plants. I. Growth distortions due to
mutations of gibberellin metabolism and signaling. Selskokhozyay-
stvennaya Biologiya = Agricultural Biology. 2016;51(1):3-16. DOI
10.15389/agrobiology.2016.1.3eng.]

Jusamykx M.I., BacunseB A.B., becnanosa JI.A., Kapnos I'U. Wnen-
TUYHOCTb T€HOB KOPOTKOCTEOenbHOCTH Rht-11 i Rht-Ble. ['enemu-
xa. 2012;48(7):897-900.

[Divashuk M.G., Vasilyev A.V., Bespalova L.A., Karlov G.I. Iden-
tity of the Rht-11 and Rht-Ble reduced plant height genes. Russ. J.
Genet. 2012;48(7):761-763. DOI 10.1134/S1022795412050055.]

Jopodees B.®., Sxybruaep M.M., Pyneaxko M.U., Murymosa D.D.,
Vnaunn P.A., Mepexko A.®., CemenoBa JI.B., HoBukoBa M.B.,
I'paguanunosa O./1., llutosa W.I1. [Tiennupt mupa. J1.: Arponpom-
u3naar, 1976.

BaBunosckuii xKypHan reHeTuku u cenekuum / Vavilov Journal of Genetics and Breeding - 2020 - 24 - 4



E.B. AreeBa, W.H. JleoHoBa
W.E. JlnxeHko

[Dorofeev V.F., Yakubciner M.M., Rudenko M.I., Migushova E.F.,
Udachin R.A., Merezhko A.F., Semenova L.V., Novikova M.V.,
Gradchaninova O.D., Shitova I.P. Wheats of the World. Leningrad:
Agropromizdat Publ., 1976. (in Russian)]

EwmensstroBa H.A., Pe3anuenxo H.M. [Tmennma u ee ymyumenne. M.:
Komoc, 1970.

[Emelyanova N.A., Reznichenko N.M. Wheat and Wheat Improve-
ment. Moscow: Kolos Publ., 1970. (in Russian)]

3axapos B.I"., Croxos B.B., fIxosnesa O./l. ConpspKeHHOCTh aHATOMO-
MOP(OTOrHICCKUX IPU3HAKOB C YCTOHYNBOCTBIO K OJIECTAHHUIO SPO-
BOM MATKON MIeHnIs! B yenoBuax CpenHero IloBomxbs. Basunos-
ckutl ocypran eenemuxu u cenexyuu. 2014;18(3):506-510.
[Zakharov V.G., Syukov V.V., Yakovleva O.D. Correlation of mor-
phoanatomical traits with lodging resistance in spring wheat in the
middle Volga region. Vavilovskii Zhurnal Genetiki i Selektsii =
Vavilov Journal of Genetics and Breeding. 2014;18(3):506-510. (in
Russian)]

NBanoB b.U., [loxynaeB B.H. Buonorundeckne ocoOEHHOCTH sSpOBOI
mmeHnns! B SIxkytnn. HoBocubupek: Hayka, 1979.

[Ivanov B.I., Dokhunaev V.N. Biologic Features of Spring Wheat in
Yakutia. Novosibirsk: Nauka Publ., 1979. (in Russian)]

Npanuenko T.B., Pesanosa 1. IlepcriekTuBa MCIONB30BaHUS KPEM-
HHI-ayKCHHOBOTO OHOCTHMYJIATOpPAa Ha 3€PHOBBIX KYIBTypax.
Hayu.-aep. scypn. 2016;1(98):29-32.

[Ivanchenko T.V., Rezanova G.I. Prospects of silicon auxin biostim-
ulation of grain crops. Nauchno-Agronomicheskii Zhurnal = Scien-
tific Agronomy Journal. 2016;1(98):29-32. (in Russian)]

Nonosa E.B. YcToitunBoCTh K MOJIETaHUIO PACTEHUI 03UMOH TBEpOi
MIIeHusl. Aepap. eecmu. Ypana. 2009;8(62):56-57.

[lonova E.V. Lodging resistance of winter wheat. Agrarnii Vestnik
Urala = Agrarian Bulletin of the Urals. 2009;8(62):56-57. (in Rus-
sian)]

Kosnos A.B., ¥Ypomosa W.I1., @ponos E.A., Mo3zonesa K.1O. ®usnomno-

IHYECKOE 3HAYCHHE KPEMHHUS B OHTOTCHE3¢ KYJIBTYPHBIX PACTCHHN U
IIPH UX 3aIUTe OT QUTONATOTeHOB. MeorcOyHap. cmyo. Hayd. 6ecmH.
2015;1:39.
[Kozlov A.V., Uromova LP., Frolov E.A., Mozoleva K.Yu. The
physiological role of silicon in the development of crops and their
protection against plant pathogens. Mezhdunarodnyy Studencheskiy
Nauchnyy Vestnik = International Student Scientific Herald. 2015;
1:39. (in Russian)]

Kopmynosa A.Jl., AuBamyk M.I., Jdae6ons U.A., Kapnos I'U., Co-
noBbeB A.A. Bamunanus JIHK-mapkepoB reHOB KOpOTKOCTEOETBHO-
ctu y tputukane (7riticosecale Wittm.). H3e. TCXA4.2014;3:21-31.
[Korshunova A.D., Divashuk M.G., Daebl L.A., Karlov G.I., So-
loviev A.A. Validation of DNA markers for semi-dwarf genes in
intriticale (Triticosecale Wittm.). Izvestiya Timiryazevskoy Selsko-
khozyaystvennoy Akademii = Izvestiya of Timiryazev Agricultural
Academy. 2014;3:21-31. (in Russian)]

JlazapeBny C.B. DBoronus aHATOMUYECKOTO CTPOCHUSI CTEOIS MIICHH-
el. Munck: BUT «Xaray, 1999.

[Lazarevich S.V. Evolution of the Anatomical Structure of the Wheat
Stem. Minsk: Hata Publ., 1999. (in Russian)]

Jlazapesuu C.B., Mbixusik A.JM. Pa3HOKaueCTBEHHOCTb COPTOB OBCA

IIOCEBHOTO 0 PAa3BHTHIO MEXAaHMYECKHX TKaHEH cTeOms. Becmm.
BI'CXA.2014;3:73-77.
[Lazarevich S.V., Mykhlyk A.IL. Variety of oat cultivars for the de-
velopment of mechanical tissues of the stem. Vestnik BGSHA = Bul-
letin of the Belarussian State Agricultural Academy. 2014;3:73-77.
(in Russian)]

Jlenmn S1. Cenexnms mmeHunsl: Teopus u npaxtuka. M.: Komoc, 1980.
[Lelley J. Wheat Breeding: Theory and Practice. Budapest: Akad.
Kiado, 1976. (Russ. ed.: Selektsiya Pshenitsy. Teoriya i Praktika.
Moscow: Kolos Publ., 1980.]

Jlyonun A.H. Cenexuust Msarkoit sipoBoii nurenuisr B Cudupu. Hoso-
cubupck, 2006.

[Lubnin A.N. Spring Wheat Breeding in Siberia. Novosibirsk, 2006.
(in Russian)]

2020
244

[oneraHue NweHNLbl: FeHeTUYeCcKre
1 3Kosornyeckme GbakTopbl 1 CNocobbl NpeofoneHns

Hocarosckuii A.W. [Tmenunna. buomorus. M.: Konoc, 1965;281-291.
[Nosatovsky A.I. Wheat. Biology. Moscow: Kolos Publ., 1965;281-
291. (in Russian)]

Tepentses B.M. ®uznonorus ycToHUMBOCTH paCTEHUI K MOJIETaHUIO
U METOZBI e¢ OIeHKH. B: dusnonorus pacTeHui — B IOMOIIb CeIeK-
nun. M.: Hayka, 1974;108-123.

[Terentyev V.M. Physiology of plant resistance to lodging and meth-
ods for its assessment. In: Plant Physiology in Aid of Breeding. Mos-
cow: Nauka Publ., 1974;108-123. (in Russian)]

IamoBan O.A., Bakynenko B.B., Moxaposa W.I1. Perapnantst. 3auju-
ma u kapaumun pacmenuii. 2010;8:4-7.

[Shapoval O.A., VakulenkoV.V., Mozharova I.P. Retardants. Za-
shchita i Karantin Rasteniy = Plant Protection and Quarantine.
2010;8:4-7. (in Russian)]

Ageeva E.V,, Leonova I.N., Salina E.A., Likhenko I.E. Anatomo-mor-
phological stem features of spring bread wheat varieties. In: Proc.
5th Int. Conf. PlantGen2019. Novosibirsk, 2019;26. DOI 10.18699/
PlantGen2019-008.

Berry PM. Lodging resistance in cereals. In: Encyclopedia of Sus-
tainability Science and Technology. Springer, NY, 2012. DOI
10.1007/978-1-4419-0851-3_228.

Berry PM., Berry S.T. Understanding the genetic control of lodging-
associated plant characters in winter wheat (Triticum aestivum L.).
Euphytica. 2015;205:671-689. DOI 10.1007/s10681-015-1387-2.

Berry P.M., Sterling M., Spink J.H., Baker C.J., Sylvester-Bradley R.,
Mooney S.J., Tams A.R., Ennos A.R. Understanding and reducing
lodging in cereals. Adv. Agron. 2004;84:217-271. DOI 10.1016/
S0065-2113(04)84005-7.

Borojevic K., Borojevic K. The transfer and history of “reduced height
genes” (RAf) in wheat from Japan to Europe. Heredity. 2005;96(4):
455-459. DOI 10.1093/jhered/esi060.

Crook M.J., Ennos A.R. The mechanics of root lodging in winter wheat
(Triticum aestivum L.). J. Exp. Bot. 1993;44:1219-1224.

Dahiya S., Kumar S., Harender, Chaudhary C. Lodging: significance
and preventive measures for increasing crop production. /nt. J.
Chem. Studies. 2018;6(1):700-705.

Daoura B.G., Chen L., Du Y., Hu Y.-G. Genetic effects of dwarfing gene
Rht-5 on agronomic traits in common wheat (7riticum aestivum L.)
and QTL analysis on its linked traits. Field Crops Res. 2014;156:
22-29. DOI 10.1016/j.fcr.2013.10.007.

Evans L.T. Crop evolution, adaptation and yield. Photosynthetica.
1998;34:56-60. DOI 10.1023/A:1006889901899.

Fischer R.A., Stapper M. Lodging effects on high yielding crops of ir-
rigated semi-dwarf wheat. Field Crops Res. 1987;17:245-248.

Foulkes M.J., Slafer G.A., Davies W.J., Berry P.M., Sylvester-Brad-
le R., Martre P., Calderini D.F., Griffiths S., Reynolds M.P. Raising
yield potential of wheat. III. Optimizing partitioning to grain while
maintaining lodging resistance. J. Exp. Bot. 2011;62(2):469-486.
DOI 10.1093/jxb/erq300.

Hai L., Guo H., Xiao S., Jiang G., Zhang X., Yan C., Xin Z., Jia J.
Quantitative trait loci (QTL) of stem strength and related traits in
a doubled-haploid population of wheat (7riticum aestivum L.).
Euphytica. 2005;141:1-9. DOI 10.1007/s10681-005-4713-2.

Kaur S., Zhang X., Mohan A., Dong H., Vikram P., Singh S., Zhang Z.,
Gill K.S., Dhugga K.S., Singh J. Genome-Wide Association Study
reveals novel genes associated with culm cellulose content in bread
wheat (Triticum aestivum L.). Front. Plant Sci. 2017;8:1913. DOI
10.3389/pls.2017.01913.

Kelbert A.J., Spaner D., Briggs K.G., King J.R. The association of
culm anatomy with lodging susceptibility in modern spring wheat
genotypes. Euphytica. 2004;136:211-221. DOI 10.1023/B:EUPH.
0000030670.36730.a4.

Keller M., Karutz C., Schmid J.E., Stamp P., Winzler M., Keller B.,
Messner M.M. Quantitative trait loci for lodging resistance in a
segregating wheat x spelt population. Theor. Appl. Genet. 1999;98:
1171-1182.

Khobra R., Sareen S., Meena B.K., Kumar A., Tiwari V.K., Singh G.P.
Exploring the traits for lodging tolerance in wheat genotypes. Phy-

CEJIEKLMA PACTEHUI / PLANT BREEDING 361



E.V. Ageeva, |.N. Leonova
I.E. Likhenko

siol. Mol. Biol. Plants. 2019;25(3):589-600. DOI 10.1007/s12298-
018-0629-x.

Knopf C., Becker H., Ebmeyer E., Korzun V. Occurrence of three
dwarfing Rht genes in German winter wheat varieties. Cereal Res.
Commun. 2008;36(4):553-560. DOI 10.1556/CRC.36.2008.4.4.

Kong E., Liu D., Guo X., Yang W., Sun J., Li X., Zhan K., Cui D.,
Lin J., Zhang A. Anatomical and chemical characteristics associ-
ated with lodging resistance in wheat. Crop J. 2013;1:43-49. DOI
10.1016/j.¢j.2013.07.012.

Li C., Bai G., Carver B.F., Chao S., Wang Z. Mapping quantitative trait
loci for plant adaptation and morphology traits in wheat using single
nucleotide polymorphisms. Euphytica. 2015;208:299-312. DOI
10.1007/s10681-015-1594-x.

Mavi G.S., Nanda G.S., Sohu V.S. Screening bread wheat genotypes for
lodging resistance. Crop Improv. (India). 2004;31(1):113-118.

Mclntosh R.A., Dubcovsky J., Rogers W.J., Morris C., Appels R.,
Xia X.C. Catalogue of Gene Symbols for Wheat: 2013, Supplement
2014-2017. Available at: www.shigen.nig.ac.jp/wheat/komugi/genes/

Mulder E.G. Effect of mineral nutrition on lodging of cereals. Plant
Soil. 1954;5(3):246-306.

Niu L., Feng S., Ding W., Li G. Influence of speed and rainfall on large-
scale wheat lodging from 2007 to 2014 in China. PLoS One. 2016;
11(7):¢0157677. DOI 10.1371/journal.pone.0157677.

Packa D., Wiwart M., Suchowilska E., Dienkowska T. Morpho-ana-
tomical traits of two lowest internodes related to lodging resistance
in selected genotypes of Triticum. Int. Agrophys. 2015;29:475-483.
DOI 10.1515/intag-2015-0053.

Pearce S., Saville R., Vaughan S.P., Chandler P.M., Wilhelm E.P.,
Sparks C.A., Al-Ka N., Korolev A., Boulton M.I., Phillips A.L. Mo-
lecular characterization of RAt-1 dwarfing genes in hexaploid wheat.
Plant Physiol. 2011;157:1820-1831. DOI 10.1104/pp.111.183657.

Peng D., Chen X,, Yin Y., Lu K., Yang W., Tang Y., Wang Z. Lodging
resistance of winter wheat (7riticum aestivum L.) lignin accumu-
lation and its related enzymes activities due to the application of
paclobutrazol or gibberellin acid. Field Crops Res. 2014;157:1-7.
DOI 10.1016/j.fcr.2013.11.015.

Peng J., Richards D.E., Hartley N.M., Murphy G.P., Devos K.M.,
Flintham J.E., Beales J., Fish L.J., Worland A.J., Pelica F., Sudha-
kar D., Christou P., Snape J.W., Gale M.D., Harberd N.P. ‘Green
revolution’ genes encode mutant gibberellin response modulators.
Nature. 1999;400(6741):256-261.

Pinthus M.J. Spread of the root system as indicator for evaluating lodg-
ing resistance of wheat. Crop Sci. 1967;7:107-110.

Shah A.N., Tanveer M., Rehman A.U., Anjum S.A., Igbal J., Ahmad R.
Lodging stress in cereal — effects and management: an overview.
Environ. Sci. Pollut. Res. 2017;24:5222-5237. DOI 10.1007/s11356-
016-8237-1.

Shah L., Yahya M., Shah S., Nadeem M., Ali A., Ali A., Wang J.,
Riaz M.W., Rehman S., Wu W., Khan R.M., Abbas A., Riaz A.,
Anis G.B., SiH., Jiang H., Ma C. Improving lodging resistance: using
wheat and rice as classical examples. Int. J. Mol. Sci. 2019;20:4211.
DOI 10.3390/ijms20174211.

ORCID ID

E.V. Ageeva orcid.org/0000-0002-7714-5609
I.N. Leonova orcid.org/0000-0002-6516-0545

Lodging in wheat: genetic and environmental
factors and ways of overcoming

Singh D., Wang X., Kumar U., Gao L., Noor M., Imtiaz M., Singh R.P.,
Poland J. High-throughput phenotyping enabled genetic dissec-
tion of crop lodging in wheat. Front. Plant Sci. 2019;10:394. DOI
10.3389/1p1s.2019.00394.

Souza L.T., Espindula M.C., Rocha V.S., Fernandes D.C., Souza M.A.
Growth retardants in wheat and its effect in physiological quality of
seeds. Ciéncia Rural. 2010;40(6):1431-1434. DOI 10.1590/S0103-
84782010000600031.

Thomas S.G. Novel Rht-1 dwarfing genes: tools for wheat breeding and
dissecting the function of DELLA proteins. J. Exp. Bot. 2017;68(3):
354-358. DOI 10.1093/jxb/erw509.

Vera-Sirera F., Gomez M.D., Perez-Amador M.A. DELLA proteins, a
group of GRAS transcription regulators that mediate gibberellin sig-
naling. In: Gonzalez D.H. (Ed.). Plant Transcription Factors: Evo-
lutionary, Structural and Functional Aspects. Acad. Press; Elsevier,
2016;313-328. DOI 10.1016/B978-0-12-800854-6.00020-8.

Verma V., Worland A., Savers E., Fish L., Caligari P., Snape J. Iden-
tification and characterization of quantitative trait loci related to
lodging resistance and associated traits in bread wheat. Plant Breed.
2005;124:234-241. DOI 10.1111/j.1439-0523.2005.01070.x.

Walsh O.S., Shafian S., McClintick-Chess J.R., Belmont K.M., Blan-
scet S.M. Potential of silicon amendment for improved wheat pro-
duction. Plants. 2018;7(2):26. DOI 10.3390/plants7020026.

Wang Y., Chen L., Du Y., Yang Z., Condon A.G., Hu Y.-G. Genetic
effect of dwarfing gene RAtl3 compared with RAz-D1b on plant
height and some agronomic traits in common wheat (7riticum aesti-
vum L.). Field Crops Res. 2014;162:39-47. DOI 10.1016/j.fcr.2014.
03.014.

Weibel R.O., Pendleton J.W. Effect of artificial lodging on winter wheat
grain yield and quality. Agron. J. 1964;56:487-488.

Wurschum T., Langer S.M., Longin C.F.H., Tucker M.R., Leiser W.L.
A modern Green Revolution gene for reduced height in wheat.
Plant J. 2017;92:892-903. DOI 10.1111/tpj.13726.

Xiao Y., Liu J., Li H., Cao X., Xia X., He Z. Lodging resistance and
yield potential of winter wheat: effect of planting density and ge-
notype. Front. Agr. Sci. Eng. 2015;2(2):168-178. DOI 10.15302/
J-FASE-2015061.

Yamaguchi S. Gibberellin metabolism and its regulation. Annu. Rev.
Plant Biol. 2008;59:225-251. DOI 10.1146/annurev.arplant.59.
032607.092804.

Zhang M., Wang H., Yi Y., Ding J., Zhu M., Li C. Effect of nitrogen
levels and nitrogen ratios on lodging resistance and yield potential
of winter wheat (7riticum aestivum L.). PLoS One. 2017;12(11):
e0187543. DOI 10.1371/journal.pone.0187543.

Zheng M., Chen J., Shi Y., Li Y., Yin Y., Yang D., Luo Y., Pang D.,
Xu X., Li W, Ni J., Wang Y., Wang Z., Li Y. Manipulation of lig-
nin metabolism by plant densities and its relationship with lodg-
ing resistance in wheat. Sci. Rep. 2017;7:41805. DOI 10.1038/srep
41805.

Zuber U., Winzeler H., Messmer M.M., Keller M., Keller B.,
Schmid J.E., Stamp P. Morphological traits associated with lodging
resistance of spring wheat. J. Agron. Crop Sci. 1999;182:17-24.

Acknowledgements. This work was supported by the Russian Science Foundation, project 16-16-00011P.

Conflict of interest. The authors declare no conflict of interest.

Received January 22, 2020. Revised March 30, 2020. Accepted April 17, 2020.

362

BaBunosckuii xKypHan reHeTuku u cenekuum / Vavilov Journal of Genetics and Breeding - 2020 - 24 - 4



