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AHHOTANUA

Homectukanusi puca (Oryza sativa L.) xak omHOW W3 MNATH APEBHEHIINX XJIEOHBIX KYJIBTYp
COIPOBOXKIANACh  (OPMUPOBAHHUEM  «CHHIAPOMA JOMECTHKAIMW», BKIIOYAIOMIETO  yTpaTy
€CTECTBEHHOTO pACCCHBAaHUs CEMsH, YBEJIMUCHHE pa3MEpOB M HW3MEHEHHE OKPAaCKH 3€pHa,
COKpAIlleHHe TMepuoJia MOKOS M MEepexoa K OIHOJIETHEMY LUKIYy. Ha oCHOBE apXxeolorH4eckux,
(U3MOTIOTO-TEHETHYECKIX U MOJICKYJISIPHBIX JaHHBIX 00OOIIEHBI MEXaHHU3MBI, JICXKAIHE B OCHOBE
KJIFOYEBBIX arpOHOMHUYECKHUX MpPHU3HAKOB. CHIDKCHHE OCBIIAEMOCTH CBS3aHO C MYTalUsIMU U
ayutesbHOM quBepcudukanueit mokyco SH4, gSH1, SH5, SHAT1, CPL1, OsShl / ObSH3, ObSH11,
NPC1, OSH15, GRF4 u OsLGl / SPR3, koropble pEryaupyiOT 3aKIaJKy W JIerpaaaliuio
OTJICIUTEILHOTO CJIOST KOJIOCKOB. Pa3mep 3epHa xontpomupyetrcs QTL GW2, GS3, GS5 u TGW6,
OTIpENIeNAIONUMH KJIETOYHOE JIeIEHUEe M Pa3BUTHE SHAOCIEPMA, YTO HANPSAMYIO BIMSIET Ha Maccy
TBICSIYH 3€PEH U yposkaiHOCTh. OKpacKy mepuKapius 3a1ar0T relbl RC u Rd, a Taxoke kaccera Kalal—
Kala3-Kala4; crpykrypHabie mnepectpoiiku mnpomoTopa Kalad uHAynupyroT SKTONHYECKYIO
skcnpeccuro hHLH-dakTopa n HakomieHne aHTOIMAaHOB, TOT/a Kak aejienus 14 1. H. B RC nepesena
OOJIBIIMHCTBO COPTOB K O€I0My THITY 3€pHA U BIOCJIEACTBUU ObuIa (YHKIIMOHAIBHO BOCCTAHOBJIEHA
merogoM CRISPR/Cas9. CoBOKYIMHOCTh MPEACTABICHHBIX CBEICHHH (HOPMUPYET TE€HETHYECKYIO
OCHOBY /ISl HAIPaBJICHHOTO IIOBBIIICHUS YPOXKAWHOCTH, TEXHOJOTUYECKOH MPHUTOTHOCTH U
HYTPUTHUBHOW IIEHHOCTH COBPEMEHHBIX COPTOB PHCA.
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Abstract

Domestication of rice (Oryza sativa L.), one of the five earliest cereal crops, gave rise to a
characteristic “domestication syndrome” marked by loss of natural seed dispersal, enlargement and
colour change of the caryopsis, shortening of seed dormancy, and transition to an annual life cycle.
Archaeological, physiological-genetic and molecular evidence is synthesised here to summarise the
mechanisms underlying these key agronomic traits. Reduced seed shattering is linked to mutations
and allelic diversification at loci SH4, gSH1, SH5, SHAT1, CPL1, OsSh1/ObSH3, ObSH11, NPC1,
OSH15, GRF4 and OsLG1/SPR3, which govern formation and degradation of the spikelet abscission
layer. Grain size is determined by QTL GW2, GS3, GS5 and TGW6, modulating cell division and
endosperm development and thus shaping thousand-grain weight and yield. Pericarp pigmentation is
controlled by Rc and Rd together with the Kalal-Kala3—Kala4 cassette; structural rearrangements in
the Kala4 promoter trigger ectopic expression of a bHLH factor and anthocyanin accumulation,
whereas a 14-bp deletion in Rc converted most cultivars to the white-grained type and was later
functionally restored via CRISPR/Cas9. Collectively, these findings provide a genetic foundation for
targeted improvement of yield, harvestability and nutritional quality in modern rice breeding.
Keywords: rice; domestication; seed shattering; grain size; pericarp color; genes SH4, qgSH1, GW2,

GS3, Rc; anthocyanins; breeding.

BBEJAEHUE

JlomecTukanus — camas paHHss (opMa CENEKIMH PACTeHHH M OJHAa U3 CaMbIX Ba)KHBIX
TEXHOJOTHYECKUX MHHOBALIMI B HICTOPHUH YEJIOBEYECTBA. B mporecce o1oMaltHuBaHus y KyJIbTYpPHBIX
pacTeHui chopMHUpOBAIICS OO HAOOpP MPU3HAKOB, M3BECTHHIM KaK «CHHAPOM JTOMECTHKAIIUM.
OCHOBHBIE TPU3HAKKH CUHIPOMA JOMECTUKAIUH CEIIbCKOXO3SIMCTBEHHBIX KYJIbTYP MOKHO CBECTH K

CIICAYIOIUM HMICCTH XapaKTCPUCTUKAM: 1) yTpaTta W CHUKCHUC CIIOCOOHOCTH K €CTCCTBCHHOMY
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pPacCeMBaHMIO CEMsH; 2) CHIIKCHHE CIIOCOOHOCTH K CaMOpPa3MHOXKEHHIO; 3) yBEJIMYEHHE pa3mepa
CEMSIH | TUTIOJIOB; 4) OTCYTCTBHE IEPHO/Ia IIOKOS CEMSIH; 5) epeXo/1 OT MHOTOJICTHETO K OJTHOJICTHEMY
KH3HEHHOMY IIMKJIY; 6) KOMITaKTHBIN raduryc [1].

[14Th OCHOBHBIX 3€PHOBBIX KYJbTYp, TAKUX KaK MIIEHUIA, PUC, KYKYpY3a, STUMEHb U COpPTO,
OB OJHMUMH M3 TEPBBIX PACTCHHI, BO3JIEIBIBAEMBIX B 30Xy HEOJHMTa, YTO CIOCOOCTBOBAJIO
CTaHOBJICHUIO PAHHHUX CEIbCKOXO3SUCTBEHHBIX oOmecTB. C TeX MOp OHH OCTAIOTCS OCHOBHBIM
UCTOYHUKOM KAaJIOpUH Jiisi OOJBINMHCTBA Jtozieh [2]. borareie apXeojJoruuecKue U MOJICKYJISIPHBIC
JaHHbIE TIO3BOJIMIIM MOJTYYUTh BaXKHbBIE CBEJIEHUSI 00 UCTOPUH OJIOMAIIHUBAHUS 36PHOBBIX KYJIbTYp U
MPOCIIEIUTh 3aKOHOMEPHOCTH B TPUOOPETEHUN UMU ITPU3HAKOB CUHIPOMA JOMECTUKALIUU.

Puc — opHa W3 BaxHEWmMX KyInbTyp B Mupe, Oonee 90% MHpPOBOrO MpPOHM3BOACTBA U
notpebsieHust puca npuxogutcs Ha Asmio [3]. CorimacHO apXeoJIOTHYECKUM HCCIICIOBAaHUSM B
CpeHUX W HWKHUX TEUECHHSIX peku STHI3BI, COBpeMEHHBIN KysibTHBHpYeMbli puc (Oryza sativa L.)
ObuT omomamiHeH u3 aukoro puca (Oryza rufipogon G.) okomo 10 000 mer masan [4]. B mpomecce
OJIOMAIIIHUBAHUS TPOM3ONUIH W3MEHEHHS (OpPMbI M I[BETa CEMsIH, IOTEpS IEpPUOJa ITOKOS,
YBEJIMUEHUE YUCIIa CEMSTH, CHUKCHHE OCHITIAaeMOCTH M YBEIMYCHUE YPOXKAHHOCTH. Y pHca, KaK U Y
JIPYTHUX 3€PHOBBIX KYIbTYP, CHH)KEHHUE OCHIMIAEMOCTH CEMSIH — 3TO OJHO U3 HanboJiee 3HaUUTeIbHBIX
U3MEHEHUH B mpolecce ogomamiHuBaHus. CTENeHb OCHIMAHUA SBISIETCd HE TOJbKO OJHON U3
OCHOBHBIX NMPUYHAH CHUKCHHS YPOKaWHHOCTH PUCA, HO W BIUSET HA MPUTOJHOCTh K COBPEMEHHBIM
MEXaHUYECKUM MeTosiaM YOopku [5]. OckimaHue Takke CTAHOBUTCS MPEMATCTBUEM JISI BKITFOUCHUS
B CEJICKIIMOHHBIE MPOTPAMMBI JUKUX BHUJIOB, IOCKOJIbKY JaHHBIA MPU3HAK HACIEAYETCS CIETNIEHHO C
JKeJTaeMBbIMHU X03SHCTBEHHO IIEHHBIMH MTpU3HAKaMH [6].

Pa3mep 3epHa sBISICTCS OCHOBHBIM (DaKTOPOM, ONPEICIISIONIMM Maccy 3€pHa, U OJHUM U3
OCHOBHBIX KOMITOHEHTOB CTPYKTYPhI YpOxkasi (KOJTMIECTBO METEIIOK Ha PACTEHHE, KOJMYECTBO 3EPEH
Ha METENKy W Macca 3epHa). B cemekiuu pasmep 3epHa OOBIYHO OIIEHHBAETCS MO Macce 3€pHa,
KOTOpasi TOJIOKUTENBHO KOPPENUPYET ¢ HECKOIbKHUMH MPU3HAKAMM, BKIIOYasl JIUHY, UIUPUHY U
ToNmUHY 3epHa [/]. OgHako cymecTByeT oOpaTHas KOPPESIIHS C MOoKa3aTeIsIMU KaueCcTBa ypoKas.

JomecTukanusi 6eJI0ro prca BMECTO KPACHOTO MJIM YEPHOTO O0YCIIOBIIEHA PAIOM (DaKTOPOB,
CBSI3aHHBIX C arpOHOMHUYECKHUMHU, MUIICBBIMA U KYJBTYPHBIMHU acnieKTaMu. bemnbiii puc (0cOOEHHO
copra Oryza sativa subsp. japonica Kato u Oryza sativa subsp. indica Kato) okazancs Gomee
YpOXKAMHBIM W TPHUCIIOCOOJICHHBIM K Pa3UYHBIM KIUMaTHYeCKHM ycioBusM. OH  Jierko
aJaNTHPOBAJICS K PA3TMYHBIM TEXHOJIOTHSIM BO3/ICIIBIBAHUS HA 3AIMBHBIX TOJISAX U CYXHX Teppacax,

YTO MO3BOJIMIIO EMY PaCIPOCTPAHUTHCS Ha OoblIHe TeppuTopuH [8].



Benebrit puc nerye ouniars u 00pabaTeiBaTh. Y najieHue OTpyOel U MIeTyXu AesiaeT ero oosee
YCBOSIEMBIM M YHHUBEPCAJIBbHBIM JJIsi TIPUTOTOBJICHUS pa3inyHbIX Oit0f. IloaupoBanHslii Oenblil puc
Jy4lle XPAHHUTCS, YTO BAXHO Ui CO3JAHMS IPOJOBOJILCTBCHHBIX 3amacoB W Toprosiu [9].
HeiiTpanbHblii BKYC M MSATKOCTB C/IEJIAN €0 MPEIIOYTHTEIBHBIM B KYJIHMHAPHA MHOTHX HAapOJIOB
[10].

[[IupokoMy pacnpoOCTPaHEHUIO pHUCA CIIOCOOCTBOBAIM 3HAYUTEIILHBIC HM3MEHEHHS psaa
MPU3HAKOB B XOJI€ OJOMAITHWBAHMS: M3MEHEHHE OCBIMAHUS 3€pHA, pa3Mep M OKpacka 3epHOBOK.
['eHOMHOE CEeKBEHHPOBAaHHE OOJBIIOTO KOJIUYECTBA COPTOB W JIMHUH pHCa MPUBEIO K TIyOOKOMY
U3YYCHHUIO MOJICKYJISIPHO-OMOJIOTHYECKUX OCHOB ITHX W3MeHeHud. B 0030pe paccmarpuBaroTcs
IMOCJICAHUC NAaHHBIC O I'CHAaX, BOBJICUCHHBIX B KOHTPOJIb IIPHU3HAKOB pUCA, IIOABCPTTHUXCS HanoboJiee

HHTCHCUBHOMY OJOMAallIHNUBAHUIO.

OCBIITAHUE CEMSH PUCA

Ocbllagie CeEMSIH — BaXKHBIM MEXAHHU3M ajgarTanuu, BI)Ipa)KaIOIlII/II;'ICSI B CIIOCOOHOCTH K
€CTECTBCHHOMY OITaJICHUIO CEMSH ITOCIIC UX CO3PEBAHUS M HAOIIOJACMbIN y IUKUX U COPHBIX BHJIOB
pacrenuii. Ero 3BOIOIIMOHHOE 3HAUCHHE 3aKIIF0YaeTcsl B o0ecnieueHnn 3()(HEKTUBHOTO paccenBaHMUsI
CeMssH W (OPMHPOBAHHUSI TOYBCHHOTO OaHKa CEMsH, 4To B Oyxaymem OyneT crocoOCTBOBATh
06pa3013aH1/1I0 YCTOI>'I‘IHBBIX HOHYJISHII/If/'I, TEM CaMbIM ITIOBBIIIIAsA HpI/ICHOCO6JIeHHOCTI) BHUJIa K YCJIIOBHAM
OprmaIOHleﬁ CpC[[I:Il. OI[HaKO OTOT NPHU3HAK ABJISACTCA HCIKCIATCIbHBIM Y OAOMAIIHCHHBIX KYJIBTYP,
B TIPOIECCE JIOMECTUKAIIMM KOTOPBIX MPEANPUHUMAIUCH TOCIEI0BATENbHBIE YCUIHS IO €ro
MUHUMU3ALUHN C TIOMOIIBIO TPATUIIMOHHBIX U MOJIEKYISPHBIX METO/IOB CENIEKIINU, TaK KaK OCHITIaHHe
CEMAH MOXET MPHUBOJUTH K 3HAYHUTCIBbHBIM IMOTCPAM YpOKasd B KOMMEPUCCKOM CECIIbCKOM X035 CTBE
[5].

HeocbimaemMocTs ceMsiH SIBISIETCSI OTHUM M3 OCHOBHBIX M3MEHEHUN M BaKHBIM MPU3HAKOM
nepexo/ia OT TUKOTo prca K KyJIbTypHOMY. DTO TaKke 00ecreuynBaeT MPUroIHOCTh K COBPEMEHHBIM
METOAaM MCX&HI/I?;I/IpOBaHHOﬁ Y60pKI/I, 3HAYUTCJIBHO IIOBBIIIACT ypO)I(aI;'IHOCTB U BHOCHUT
CYIIIECTBEHHBIN BKJIa]l B 00eceYeHne MPOoJ0BOILCTBEHHOM Oe30macHocTH [5].

OcepillaHue ceMsH puca — CJIOXKHBIA XO3MWCTBEHHO-IICHHBI TPU3HAK, KOTOPBIN

PEeryjinpyeTcs (pI/ISI/IOJIOFI/I‘-ICCKI/IMI/I N TCHCTHUYCCKUMHU MCXaHH3MaMHU B COYCTaHHH C (baKTOpaMI/I

1 Kobe University. It takes three: The genetic mutations that made rice cultivation possible [DnekrpornbIii pecypc] /
ScienceDaily. 2022. URL: https://www.sciencedaily.com/releases/2022/07/220705162231.htm (mata oGpaueHus:
22.05.2024).



OKpy»aromie cpenpl. K ochImanuio ceMsiH y prca MpUBOIUT PA3BUTHE OTACTUTEIHFHOTO CI0S MEXKTY
KOJIOCKOM M IIBETOYHOH OCBhIO M €ro mocienymmiee paspyuieHne. OCHOBaHHS KOJIOCKOB
OJIOMAITHEHHBIX BUJIOB XapaKTEPHU3YIOTCS HAIMYKMEM SIMOYEK M MEHEe CUMMETPUYHBIMH pyOIlamMu, B
TO BpeMsI KaK y TUKUX OCBIIAIONIMXCS BUIOB OCHOBAHHSI KOJIOCKOB UMEIOT IIAAKHHA pyOers ¢ mpsMbIM
npodmirem [11, 12]. Kpome Toro, y AMKOro puca OTACIUTEIbHBINA CIIOH HOPMUPYETCS 10 [BETCHUS U
HAuMHAET Pa3pyllaThCsi BO BpPEeMsl I[BETCHHUS, B TO BpPEeMs KaK Yy KYyJBTYPHOIO pUCa OH OCTaeTCs
HETPOHYTHIM U HE TPOSIBISICT MPU3HAKOB JIErpaJjalluy Jaxke mocie npereHus [13].

Ocpblmmanne ceMsH CHJIBHO 3aBUCHT OT B3aUMOICWCTBHS I'€HOTHIIA U OKPYKAIOIIEH CpeJbl.
XOoTs TNpHU3HAK KOHTPOJIMPYETCS TeHETHYECKH, HA CTENEHb OCHIIAHHUSA BIUSIOT M YCIOBHA
OKpY’KalolIel Cpe/bl, B KOTOPBIX PACTEHUE HAXOIUTCS BO BPEMs pOCTa, B YACTHOCTH, TEMIIEpaTypa,
BJIQKHOCTh BO3[yXa W YBIAXHEHHOCTb. [loka3aHO, YTO BBICOKAas TEMIIEpaTypa YBEIHMYHBACT
OCHIMIaHHE CeMSH y puca’,

B HacTosiiee BpeMsi OCHIIIAHUE CEMSH CUMTACTCS KOJMYCCTBEHHBIM NPH3HAKOM, KOTOPBIH
MOYKET KOHTPOJIMPOBAThCSA HECKOJBKMMHU T€HAMH WM HECKOJBKMMH OCHOBHBIMH M MHO>KECTBOM
BTOpOCTENEHHbIX reHoB. J[o 2020 r. ¢ ucronb30BaHUEM Pa3IMYHbIX TEHETUYECKUX MOIMYJISALUNA U KapT
cueruieHus Ha 12 xpomocomax puca Obuto oOHapyxkeHo He meHee 60 QTL/reHoB, CBS3aHHBIX C
oceimanneM ceMsH. bompmmHcTBO QTL OBUIM MIECHTH(OUIMPOBAHBI IMyTEM CKPEIIMBAHUS MEXKIY
JIBYMs TIOAIBHIAMH prica rmoceBHoro japonica (O. sativa subsp. japonica) u indica (O. sativa subsp.
indica), nuxum pucom (O. rufipogon G.) u copabsim pucom (Oryza spp.). Ouens Hemuorue QTL Obun
UICHTU(UIIMPOBAHBI IIyTEM CKPEIIMBaHUS MEXIy IOJIBHIAMHU pUca MOceBHOro japonica u indica,
YTO OTpa)kaeT pa3HOOOpa3re MeHOTHIIOB, CKIOHHBIX K OCBHIIAHMIO CEMSH, KaK BHYTPH BHJA, TaK U
MEXIY BUIaMHU.

K Hacrosmemy BpeMEHH KJIOHHPOBAHO 12 T'eHOB, CBSI3aHHBIX C OCBHIMIAHUEM CEMSH, CPEIn
kotopeix SH1, SH4, Sh1/ObSH3, SHAT1, SH5, CPL1, SNB u ObSH11l sBistfoTcsi OCHOBHBIMH
reHaMH, KOHTPOJIMPYIOIIUME 00pa3oBanue otaeautenbHoro ciaos. OSH15, GRF4/PT2, NPC1 u LG1
— TeHBl C IUICHOTPONHBIM JCHCTBHEM, OKAa3bIBAIOIINE 3HAYMTEIBHOE BIMSHUE HAa JApYyrHe
arpOHOMHUYECKHE TPU3HAKA. BOJBIIMHCTBO 3THUX T€HOB KOAWPYIOT: TPAHCKPUIIHOHHBIE (DAKTOPEI
cemerictea MYB — SH4 u OgSH11; tpanckpunuumonsslii pakrop romeodokc-tuna BEL-1 — qSH1,
KNOX 6enok SH5; Ttpanckpunuuonnsie ¢akrtopsl cemeiictBa AP2 — SNB u SHATI,
TpaHckpunuonHbiii pakrop YABBY — Sh1/ObSH3. Kpome TOro, HEKOTOpbIC U3 HUX KOIUPYIOT

kuHa3sl — CPL1 u NPCL1 [5].

2 Tam xe.



Mytamuu  TpanckpunimonHoro ¢akropa MYB SH4 mnpuBogsT k Heockmaromemycs
¢denotuny kak y asumarckoro (O. sativa), Tak u y adpukanckoro (Oryza glaberrima Steud)
KyJBTYPHOT'O pHca, KOTOpbIe ObUIM OJOMAIIHEHBI W3 IBYX BHIOB aukoro puca O. rufipogon u O.
barthii A. Chev cootserctBenno. MyTarus (G/T) B 237-M MOI0KEHHUHU B TIEPBOM dK30HE ayienu SH4
B KyJbTYPHOM a3MaTCKOM pHce OOYCIOBIMBAET 3aMEHY aclaparduHOBOW KHCIOTHI Ha CEpUH, UTO
NPUBOAUT K HEMOJHOMY Pa3BUTHIO OTHenuTeNbHOro cinosi [12]. MccrnenoBarenu JIOKaIM30BAIN H
kioHupoBanu reH SHAL (Shattering 1), ucmonb3ys cepuio BO3BpPATHBIX CKPEIIMBAHUI MEXKIY
KYJIbTYPHBIM PHCOM copTa Teqing u uHTpoayKiuoHHOM auHuei IL105 ¢ ochImaromuMucs ceMeHaMH,
MPOUCXOAAIIEH OT JWUHUM MHorojietHero jgukoro puca YJCWR. AMUHOKHCIOTHBIC
nocienoBarenbHocTH OenkoB SHAL u SH4 Ha 98% coBnanarot, u myTanus G/T Taxke oOHapy) eHa
B IMOJIO’KEHHUH 237 B KOIUPYIONIEH Mociie10BaTeIbHOCTH. OHAKO TUCTOIOTUYECKHUM aHaTN3 Pa3BUTHUS
OTJICJIUTETIFHOTO CIJIOSl y OCBHIMAIOIIET0CS M HEOCHIMAIOIIET0CsS pUca U aHAIU3 YPOBHS HAKOIUICHUS
TPAHCKPHUIITA B IBETOHOCE MOKa3aiu, yTo reH SHAL He ydacTByeT B pOpMUPOBAHUU OTACTUTEILHOTO
CJIOs1, HO CBSI3aH C Jierpajaanueii ero kietok. [lo cpaBHenunto ¢ renom SH4, nmocnenoBaTenbHOCTh TeHA
SHA1 mMeeT MOMONHHUTENHHYIO BCTaBKY 6 1. H. B MOJIOKCHHH 158—163, 9TO MOXKET MPUBOAUTH K
pa3arYHbIM QYHKIUSAM dTHX JBYX FeHOB. XOTS reH-MuIlIeHb SH4 Hen3BeCTeH, OH MOKET y4acTBOBaTh
B MPOrPaMMHUPYEMOii THOEIH KJIETOK WIIA BBICBOOOKICHUN THAPOIUTHYECKUX (hepmeHTOB [14].

SNP (opHOHYKICOTHIHBIH TOTUMOP(HU3M) B PETYIATOPHOI 5'-00mactu rena qSH1, koTopsrii
sBisiercst oprosiorom rena RPL (REPLUMLESS) y Arabidopsis thaliana (L.) Heynh. (kouTponupyer
pa3sBUTHE MEPErOopoAKH B CTpyuke) [15], BBI3BIBAET MOTEPIO OCHIMAHUS CEMSIH M3-3a OTCYTCTBHS
dopmupoBaHus oTAenUTENbHOrO ciost. IToT SNP 00bsicHseT 68,6% pa3HUIBI B OCBITIAHUHU MEXTY
noaBuaamu puca indica u japonica [16]. Jpyroii ren tuna BEL1-homeobox SH5 umeer BbicOkOe
cx01cTBO ¢ TeHOM SH1. UToOb! BELSICHUTE €r0 ()YHKIIMOHAIBHYIO POJIb OBUIH CO3/IaHbI TPAHCTEHHBIC
pacrenus ¢ koHcTpykuuen s PHK-unTepdepenun rena SHS Ha 0OCHOBE JIETKO OCBHIMAIOMIETOCS
copra Kasalath. Pa3BuTre oTIemUTeNbHOTO CIIOS U TIOTEPsi CEMSIH YMEHBIIAKOTCS, KOT/[a SKCIIPECCUs
rera SH5 mogasnsercs. Kpome toro, cBepxakcnpeccus reHa SHS B yMepeHHO OCBITIAIOMIEMCS COPTE
Dongjin u Heockimaromemcs copte ||pum mpuBOAMT K yBETHUYCHHIO OCHIMTAHUS CEMSH, TaK Kak
CHIDKAETCs YPOBEHB JIMTHUHA B 0a3aibHOM o0JyiacTu Kosoca [17].

Copr puca noasuna indica GLA4 u nunus aukoro puca W1943 ObUTH HCIIONB30BaHbBI JIJIS
CO3/aHMsI WHTPOAYKIHOHHOW JImHUU SL4, comepxkameidi kioHupoBaHHbIe TeHbl SH4 u qSH1. C
NPUMEHEHHEM paJMalliOHHOTO MyTareHe3a u3 JuHuH SL4 ObUTH BBIIEICHBI M UACHTH(PHUIIMPOBAHBI

JIBA MyTaHTa C HEOCHIMAalIUMKCS ceMeHamu, shatl u shat?, maxe korma rensr SH4 u SH1



npucyTcTBOBaIM BMecte. [loTeps ockimanus y shatl xoutpommpyercs reaom SHATL (shattering
abortionl), xoTopsblit KoaUpyeT TpaHCKpUIIIMOHHBIN GakTop AP2. Y shat?2 HeochkimaeMocTh BbI3BaHA
MyTaleii B HM3BECTHOM reHe ocbimanus SH4. Jlemenms | 1. H. B TEPBOM DK30HE MEXIY
HykiaeoTuaamMu +41 u +42 y mytanta shatl npuBena Kk cABUTY paMKd CUMTHIBAHHS, YTO BBI3BAIIO
dbopmupoBaHre GEHOTHIIA, HE TTOABEP)KEHHOTO OChImanuto [18]. MHTpoayKIIMOHHAS JIMHUS JTUKOTO
puca YIL100, xapakrepu3yromasics CUIbHBIM OCBHIIIAHUEM, HCIONIb30BaJIach s co3naHus EMS
MyTaHTHON OuOaMOTeKH M orOopa MyrtanTa SShl (suppression of shatteringl) ¢ ymeHbIICHHO#
CTETIeHBIO OchIlanus. B xone kaprupoBanus MetogoM MutMap B codetaHum ¢ SKCIIEPUMEHTOM 1O
reHeTudeckoi Tpancopmanuu Ob1 waeHTHGUIMpoBaH Jokyc GW2. AHanmn3 KOHCEPBATHBHOIO
JIOMEHa MoKa3aJ, 4To oH romojorudeH awiean SSH1 rewa SNB (supernumerary bract), koaupytormiero
cnenuuYeckuid AN PAaCTeHWH TPaHCKPUNIMOHHBIN (aktop AP2, KOTOPBI KOHTPOJIUpPYET
ockinmanue. Toueunas mytanus ¢ 3amMmeHor C Ha A B neBsiToM HHTpoHe SNB n3MeHseT CIutalicCuHT ero
MPHK, BbI3bIBasi yMCHBIICHHE OCBIAHUS 32 CYET MU3MEHCHHUsS DPa3BUTHUS OTACIUTEIBHOTO CIIOS.
Beenenne myranTHo# autenu SShl B copt puca moasuaa indica 93-11 takxke yBeqTu4MBaeT [UTHHY
3epHa Ha 9,5% u maccy 1000 3epen Ha 7,7%, 4TO yKa3bIBaeT Ha TO, YTO aAJIe]b SSh1 MOKET yaydImnuTh
ypoxaiHoCTh prca [19].

I'en OsShl (Shattering 1) xkomupyer TpaHckpunuuoHHbIi (akrop YABBY u sBusercs
romMosiorom resa Shl, KOTOpBI KOHTPOJIMPYET OCHIIIAHUE CEMSH y copro. Mcmonbs3yss MyTaHTHYHO
JIMHUIO Heocklmatomierocst puca (SR-5) u cenekumonnyro nunuio aukoro puca (Nanjing 11), Obut
NPOBE/JICH TCHOMHBI CPaBHUTENIBHBIA aHAJIW3 M aHAIN3 SKCIPECCUU Ha YPOBHE TPAHCKPUIIIINH,
uneHTU(UIMPOBaHa BCTaBKa (parmeHTa Oonblie 4 T. 1. H. B TpeThbeM UHTpoHe reHa OsShl, uto
NPUBEIIO K CHIDKEHHIO YPOBHSI €10 TPAHCKPHITIUK ¥ (SHOTHITY, yCTOWIMBOMY K ochinanuto [20]. ['en
ObSH3 (O. barthii seed shattering 3), BbIsIBICHHBIH y AUKOTO aQpPUKAHCKOTO pHCa, PACIIONIOKEH Ha
XpoMocoMe 3 M KOAUpYeT TpaHCKpuniuoHHbINH (akrop YABBY. [lenenus cermenra reHoma,
cozmepxartero ren ObSH3 B adpukaHCKOM KyJIbTYpHOM pHCE, MPUBOJUT K ACHMMETPUYHOMY WU
HETMOJHOMY Pa3BUTHIO OTACIHUTEILHOTO CJI0S M, KaK CICICTBUE, K MOTepe ochimanus [21].

HccnenoBatenn oxapakTepu3oBald JIMHUIO puca Hsh, kortopas mpoucxoautr ot
HEOCHIMaouierocsi copra moxasuaa japonica Hwacheong. beuio BeisiBneHo, 4yro oceimanue Hsh
KOHTPOJIUPYETCSl  pellecCMBHOM amtenbto  Sh-h, koropas komupyer Oenok, coaepKaiuii
KOHCEpBaTHBHBIN JoMeH (ocdaTassl (carboxy-terminal domain, CTD), mox nazsannem OSCPL1 (O.
sativa CTD phosphatase-like 1). OsCPL1 moxasisier auddepeHIrauo OTASTUTEILHOTO CI0S BO

BpEeMs Pa3BUTHS METEIKH [6].



[Tokazano, uro rer NPC1 (non-specific phospholipase Cl) moaymmpyer pacmpeneneHue
KPEMHHUS M OTJIOKEHHUE BTOPUYHOM KJIETOUYHOW CTEHKU B y3JIaX U 3epHaxX, BIHS HA MEXaHUYECKYIO
IPOYHOCTH U Ochinmanue ceMsH. Jlunnu co ceepxakcnpeccueid rena NPC1 umerot xpynkue credau u
y3JIbI METEJOK, KOTOPbIE JIETKO JOMAIOTCS NMPH CrHOaHWH, YTO NMPHUBOIUT K JIETKOMY OCHIITAHUIO
3peIbIxX ceMsH [22].

I'en OSH15 (O. sativa homeobox 15) komupyer Oenok ¢ romeogoMeHoM Ttuma Knotted.
[Mpenpinymue uccrnenoBanusi mokaszanu, yto OSH15 skcmpeccupyercst B 0o0macTu, e TO3KE
pa3BHBaeTCS aNMKajdbHAs MepUcTeMa rmodera Ha paHHUX CTaausIx sMOpuoreHesa, takoke MPHK rena
OSH15 o6Hapy)uBatOTCs B OTJACITUTEIBHOM CJIO€ BO BpeMsl Pa3BUTHS KOJOCKOB. Kpome TOro, reHsl
OSH15 u SH5 B3amMOAEHCTBYIOT HampsMyl C T€HOM (EHHJIIPONAHOMIHOTO IyTH OMOCHHTE3a
CAD2 (cinnamyl alcohol dehydrogenase 2), unruGupys cojepkaHue JIMTHUHA, YTO MPUBOIUT K
CHIDKEHHIO OCBIIaHus ceMstH [23].

I'en GRF4 (growth-regulating factor 4) xomupyer TpaHCKPUIIMOHHBIA (haKTop,
pEryJIUpPYIOMNNA BBICOTY PACTEHHS, KOTOPBIA TOJIOKUTEIBHO BJIMSET Ha (GOpMy 3epHa U UIMHY
METEJIKM M OTPHIATEIbHO — Ha OChIIaHMe ceMsH. boiee Bbicokas skcmpeccus rena GRF4
KOppenupyer ¢ 0oiiee KpyIMHBIM 3€pHOM, 0o0JIee JITMHHOW METENKON 1 MEHBIINM OCBIITAHHEM CEeMSH.
Okcnpeccus HeratuBHo peryiupyercs MEPHK (rer OSmiRNA396), kotopas cesizeiBactesi ¢ MPHK
reHa GRF4. Jlomunantaas myrtamuss GRF4 B caiite cBszpiBanus ¢ MuPHK396 mpuBoaut k Gonee
BBICOKOW JKCIIPECCHU T'eHa M COOTBETCTBYIOIUM (DEHOTUITHMUECKUM paznnuusiM. Kpome Toro, reH
OsGRF4 neratuBHO perynupyeT sKcIpeccuro reHoB murokuHuHaeruaporenas CKXS5 n CKXI,
YYacTBYIOUIMX B Pa3pyLICHUH HUTOKWHUHOB, YTO MPUBOJIUT K MOBBIIICHUIO UX YPOBHS Y MyTaHTa
GRF4 1 MoXeT BIUATh Ha MPU3HAKU METEIKH [9)].

Jlokyc SPR3 (Spreading Panicle 3) umenTrdunupoBan Kak reHOMHas 00JacTh pa3MepoM
9,3 T. 1. H., ¥ pe3yJbTaThl TECTOB MO KOMIUIEMEHTALIUU MO3BOJISAIOT MPEoiararh, YTo 3Ta 001acTh
perynupyert skcrpeccuto rena OSLG1 (O. sativa liguleless gene 1), koTopslit KOHTPOIUPYET pa3BUTHE
JIMTYJBI U ymikoB yiucta. Mytanus B siokyce SPR3 y O. rufipogon u3meHsieT CTpyKTypy METEJKH C
OTKPBITOM HAa 3aKphITyl0, YTO TNPHUBOAMT K CHHKCHUIO OCHIIaeMOCTH ceMsiH  [24].
[IponeMoHCTpUPOBAHO TaKke, 4TO y adpukaHCcKoro KynsTypHoro puca O. glaberrima npoucxoaut
3HAYUTEIbHOE CHWKEHHME OCBIMaHus ceMsH npHu Hokayte reHa SH11, rak kak OgSH11 momaBnsieT
OKCIPECCHIO TEHOB OMOCUHTE3a JUTHUHA W OTJIOKEHHE JIMTHHHA, CBS3bIBASICH C IPOMOTOPOM T'€Ha

GH2 (gold hull and internode2)/CAD2. Omnako 3ToT reH, Ha3biBaembiii JAMYb/MYb21 y O. sativa,



CBSI3aH C peakiuel Ha OMOTHYECKHE M a0OMOTHYECKHE CTPECCHl, M paHee HE OBLJIO COOOIIeHUN 00

UCCJICIOBAaHHSX, CBSI3AHHBIX C OCBIIIAHUEM CeMsiH puca [9].

PASMEP 3EPHA PUCA

Pa3mep u kauecTBO 3epHa — HEPA3PBHIBHO CBA3aHHBIC Ba)KHBIE arpOHOMHUYECKUE MPHU3HAKU
OOJIBIIMHCTBA 3€PHOBBIX KYJIbTYp. Pazmep 3epeH WM II0JI0B — BaXXHBIH NMPHU3HAK, KOTOPBIM CTal
00BEKTOM MHOTOYHMCIICHHBIX MCCIIEIOBaHMI, HANPABICHHBIX Ha M3YYCHHUE JIEKAIIUX B €r0 OCHOBE
KOHCEPBATHUBHBIX PEryJSITOPHBIX MEXaHU3MOB. B oTiiMyMe OT ApPYyrux 3€pHOBBIX, B TOM YHUCIIE
KyKypy3bl M MIICHUILIbI, TJI€ UCKYCCTBEHHBII OTOOp CBSI3aH C MOYTH PABHOMEPHBIM YBEJINYCHHEM
pa3mepa CeMsiH M 3€peH, OJJOMAIIHEHHBI PHC XapaKTepU3yeTcs 3HAYUTEIbHBIM (EHOTHITHYECKIM
pasHooOpa3uem pasmepoB u Ghopmbl 3epeH [25, 26].

OnHUM U3 KIIOYEBBIX 3JIEMEHTOB YPO>KalHOCTH puca SIBJISIETCS Macca Thicayu 3epeH. Pa3mep
3epHa — CJIOXKHBIA KOJIMYECTBEHHBIN MPU3HAK, BKIIOYAIOMUN B ce0s AMHY, IIUPUHY, TOIIIUHY U
COOTHOIIIEHUE JUTMHBI U IMIMPUHBI 3€pHA, — SBJISACTCS OAHUM U3 ONPEACIAIOMUX (HaKTOPOB MACCHI
3€pHA, KOTOPBIA BIIMSIET HE TOJIBKO HAa YPOKaWHOCTh, HO M HAa BHEUWIHUM BUJ puca. lloHmmanue
TEHETUYECKON U MOJIEKYJISIPHON OCHOBBI pa3Mepa 3epHa Ype3BbIYAHO BAXKHO JI CEIEKLIUU pHuca
[27,28].

B nocnennee necsatuiietue ObUIO BBISIBICHO MHOXeCTBO QTL, CBA3aHHBIX ¢ pa3MepoM 3epHa
puca. B GonbpIIMHCTBE CiTy4aeB MOJIEKYJISIpHAs XapaKTePUCTHKA T€HOB, BIMSIONINX Ha pa3Mep 3epHa
(rakux kak GS3, GW2 u 7GWG6), moka3piBaeT, YTO MHOTHE M3 HUX SIBISIOTCS HETaTHBHBIMU
peryasTopaMu pa3Mepa 3epHa, Tak 4TO aJuleId JUKOTO THUIA CBS3aHbI C MEJIKUM 3€pHOM, B TO BpeMs
Kak MyTanuu — ¢ KpynHbeiM [29]. [Ipu 3TOM HEKOTOpBIE M3Y4YEHHBIC JIOKYCHI HE yYacCTBOBAIH B
nporecce JTOMECTHKAIMH, HO Ha ()OHE COBPEMEHHBIX CENIEKIIMOHHBIX TOCTIKEHUH MOTYT BHECTH
CBOI1 BKJIaJ B yJIy4IlIeHHe cOpTOB [8].

Tak, Ob1 u3yuen sokyc GW2. HccnemoBatenu mnonoOpaiu copTa, 3HAYUTENBHO
OTJIMYABILKECS 110 U3y4aeMOMYy NPU3HAKY — pa3Mepy 3epHa. bein ckpeen snoHckuii copt WY3 ¢
Oo4eHb KpymHbIM 3epHOM (Macca 1000 3epen 41,9+1,3 1) U BBRICOKOKAYECTBEHHBIN SJIUTHBIN COPT
noxsuaa indica Fengaizhan-1 (FAZ1) ¢ menkum 3eprom (Macca 1000 3epen 17,9+0,7 r) s
noiy4yeHus nonyisiuu F2. Ha ocHoBe 3Toi momy sy Ha XpoMocoMe 2 ObUT KapTUPOBAH KPYIHBIH
QTL, xonTpommpyrommii mmpuny 3epHoBkm — GW2, mpuuem amrenr WY3 B mokyce GW2

CIMOCOOCTBOBANA YBEINYCHUIO IHUPHHBI 3epHOBKH [30].



B anmnmenun FAZ1 noxyca GW2 uccrnenoBareny BEISIBUIN 8 SK30HOB ¥ 7 UHTPOHOB, OH KOJAUPYET
NOJUIMENTHA  JUIMHOW 425  aMUHOKHUCIOTHBIX  OCTaTKOB.  CpaBHEHHME  HYKJICOTHUIHBIX
nocienoBarenbHocteit amnenen FAZ1 u WY3 B nokyce GW2 BBISIBUIO TpU HYKICOTHIHBIX
U3MEHEHHUs, BKJIIOYasl JB€ HYKJICOTUIAHbIE 3aMEHbI B 3K30HaX | U §, KOTOpble HE NPUBEIH K KaKUM-
a100 aMHUHOKUCIOTHBIM H3MEHEHMsIM, M Jenenuio | 1. H., NpUBEAUIyI0 K OOpa30BaHMIO
IPEXIEBPEMEHHOTO CTOI-KO10HA B 9K30HE 4 amenu WY3. [IpexneBpeMeHHBbIH CTON-KOJIOH BBI3BAI
ykopoueHnue 6enka Ha 310 aMuUHOKHUCIOTHBIX ocTaTKOB [30].

AHain3  KOHCEpBaTHMBHOIO JOMEHa Mokasan, u4rto Jokyc GW2 romonoruuex
nocienoBarenbHocT Oenka RING-tuna. B psae uccnemoBanunii ObUI0 IOKa3aHO, 9To N Vitro Genku
RING-tuma ¢yHKunoHupytoT Kak E3-yOMKBUTHH-THMTrasel, momedasi OCIKH JUIsl MOCTeXyroIei
nerpaganuu [31]. Kpome Toro, Bapuant WY3 snokyca GW2 umeer nataktHbiii RING-momenH, tem
caMbIM coxpaHssi E3-yOMKBUTHMH-TUTa3HyI0 aKTUBHOCTh, HO yceueH Ha 310 aMHUHOKHCIOTHBIX
OCTaTKOB, KOTOPbIE MOT'YT COJIEpPKATh CyOCTpaT-CBA3BIBAIOIIUI IOMEH, TO €CTh HE B3aUMOJICHCTBYET
¢ cyoOcTtparoM(amu), y4YacTBYIOIIMM(M) B [E€JICHUM KICTOK, W HE HampaBiseT HX Ha
yOUKBUTHHUPOBAHKE U TOCIEAYIONIYIO Aerpagannto. OTCyTCTBHE CyOCTpaT-CBA3BIBAIOIIECTO JOMEHA
MO3BOJISET MPEANIONOKNTE, uT0 WY3 GW2 sBisercs Hynesoit amiensio [30].

YroObl u3yunts BaussHue GW2 Ha 3epHO puca, MCCIe0BATENIN BBIBEJIU MOYTH H30TCHHYIO
munuto NIL (near isogenic line) GW2 na renerudeckom ¢pone FAZ1, conepxaliyto 04eHb HEOObIION
yuaacTok Jiokyca GW2 u3 copra WY3. Habmoganoch 3HaUMTENFHOE YBEIHUYCHHE IIMPHHBI 3€pHA
(+26,2%) u yBenuuenue (+49,8%) maccel 1000 3epen y uzorennoi jguauu NIL(GW2). U3 storo
MOXKHO CIIeNiaTh BBIBOJ, YTO yBeindeHue macchl 3epHa y juHud NIL(GW2) 6buto 00ycioBieHO B
NEPBYIO OUYepeb YBEIHMUCHHEM MIUPUHBI 3epHa. Bpuio 0OHapyXeHO, YTO YpOKaHHOCTh 3€pHa C
oxuoro pacterus y NIL(GW2) taxxe yBennunnach (+19,7%), XOTS KOJTHUECTBO 3€PEH Ha OCHOBHOM
metenke 06110 MenbIire [30].

VYuuteiBas, uto konocok y iuHur NIL(GW2) Gbut mupe, yem y copra FAZI, cpaBHUIH
TIOTIEPEYHBIE CPE3bl IIEHTPAIFHON YacTH KOJoca y 3TUX (OpM, YTOOBI BBISICHUTH MPOUCXOXKICHUE
HaOJII0JaeMBIX pa3inynii B pazMepax. HapysxHbiit cioii kinetok mapenxumsbl y tuaud NIL(GW2) Obit
JunHHee (Ha 29,6%) u copeprkai 3HaYUTeIbHO Ooublie kieTok (Ha 22,4%), ueM y copta FAZ1, npu
3TOM JUIMHA KJIETOK YBEIMYMIACh BCero Ha 5,8%. DTu TaHHbIE CBUAETENBCTBYIOT, YTO YBEIUYCHHE

IIUPHUHEI 3€pHA IPOUCXOIUT 3a CUET YBCIUYCHUA KOJIUYICCTBA KIICTOK, @ HC 3a CUCT UX PACTAKCHUA

[30].
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[Tpu uccnenoBanuu jgokyca GS3 ObuTH 1000paHBI ABE pOoaAUTEILCKUX JuHUH — Minghui 63
u Chuan 7, 3HaunTeNbHO pa3IMYaIOUIMEcs 10 M3y4aeMbIM MPU3HAKAM MAacChl 36pHA U €ro JJIHHBI.
Amnens nokyca GS3 nurnu Minghui 63 criocoOcTBOBaIa YBETMUSHHUIO MACCHI, JJIMHBI U TOJIIUHBI
3epHa, HO YMCHBIICHUIO ero mupuHbl. COOTBETCTBEHHO, ajutenb JuHun Chuan 7 umena oOpaTHbIH
3¢ dexT — yMeHbIIana Maccy 3epHa, €ro JUIMHy u Tonmuay [32].

Ha ocHOBe naHHBIX, MONYYEHHBIX NPH H3y4eHUU H30reHHbIX auHud, QTL GS3 Obin
KapTUpOBaH Ha XpoMmocoMme 3 B obmactm Mexay uHaenb-mapkepom GS09 u SSR-mapkepom
MRG5881, ero nmuna cocraBmwia 7,9 T. m. H. ['en GS3 nMeeT mATh 9K30HOB C JJIMHON TPAHCKPHUIITA
956 1. H., KoaupyeT 232 aMHHOKHUCIIOTHBIX ocTaTka [32].

AHanu3 mnpejacka3zaHHOW mocienoBaTeibHOCTH Oenka GS3 BBISIBHMII HECKOJIBKO HM3BECTHBIX
obmacreit u nomeHoB. [IpeamonoxkurensHo, OH cocrouT u3 PEBP-nmomo6Horo momena,
TpaHcMeMOpaHHO# 001acTH, nucTenH-o6oraroro gomena cemeiictea TNFR/NGFR u nomena VWFC.,
Hutepecno, uto nomeH VWFC Takke oOHapykeH B Oellke reHa, KOHTPOJIUPYIoIero ¢popMy mioja y
TOMaTa M y APYTUX BHJOB PACTEHUH, U3 YETO0 MOXHO cjaenaTh BbBOI, uTo gomeH VWFC moxker
Urpath poJib B peryisiuud (OpMbl IUIOJA/3epHA MyTEeM HETaTUBHOrO BiMsHUS Ha poct [33].
[Tpenmonaraercs, uro obmas Gynkuus nomena VWFC 3akitouaeTcsi B peryJaupoBaHUU poCcTa MyTeM
paspylieHus] CalTOB CBs3bIBAHHs pEIENTOPOB cymnepcemeiictBa TGF-beta Bo BHekimeTouHOM
marpukce [34].

JIist BBISIBIICHWS MYTAIllMW, BBI3BABIICH BapwWalWy JUTHHBI 3€pHA, ObLUT NPOBEICH aHAIU3
nocleA0BaTebHOCTH roMonoruunoro ¢gparmenra JJHK B obmactu 7,9 1. m. H. beina oOHapyxeHa
OJIHOHYKJICOTH]IHASI MyTallHsi BO BTOPOM 9k30He reHa GS3, koTopas u3MeHusa [MUCTEeUHOBBIA KOJIOH
(TGC) B MeNnKO3epHOBOM TI'€HOTHIIC Ha TepMHUHUpYIOIUA KomoH (TGA) B reHoTHIIE ¢ KPYITHBIM
3epHOM. DTa TpeXkIeBpeMEHHasl TepMUHAIM — Npu4YrHa ycedeHus: C-KoHIa Oenka B Tpymie C
JUTMHHBIM 3€pHOM Ha 178 aMUHOKHUCIIOT, 4TO MPUBENO K yAaneHuto yactu PEBP-nono6Horo nomena
U BCEX TpeX APYTrHX KOHCEPBATHBHBIX JOMEHOB. Takas MyTalusi Y4eTKO COTJIacyeTcs C PeleCCUBHBIM
XapaKTepoOM HACJIEIOBAaHUs [UIMHHOTO 3€pHA, YKa3bIBas Ha TO, YTO JIMHHOE 3€pHO BO3HHUKIIO B
pe3yiabTare moTepu GpyHKInu oenka [32].

Hcnons3yss TOMYNSIMIO YABOCHHBIX TallJIOWJOB, MOJYYEHHYIO OT CKPEIIUBaHUS JIMHUN
Zhenshan 97 u H94 noxsuna O. sativa ssp. indica, 6su1 ooHapyxen QTL GS5 (obmacth pazmepom
11,6 T. 1. H.) B HHTEpBajie MEXIY ABYMS MOJEKYJSIpHBIME Mapkepamu RM574 u S2 Ha KOpOTKOM
iede XpOMOCOMBI 5, mpuueM ajutenb u3 JuHuu Zhenshan 97 cmocoGcTBOBasia MOBBIMICHHUIO

ypoxaiinoctu [29]. Ilpu uccnenoBanuu BiausHUS rena GS5 Ha pa3Mep W HamOJNHSAEMOCTh 3epHa
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BBISICHIJIOCH, YTO YBEJIMYEHHE MacChl 3€pHAa U YPOKaWHOCTH C OJHOTO PAaCTEHUs! MPOU30LUIO B
pe3yJibTaTe yBeJIMYeHHsI KaK IUPUHBI 3¢pHA, TAK U CKOPOCTH ero HanosiHeHus [29].

I'en GS5 cocTouT W3 HECATH 3K30HOB, KOAMPYIOUIMX CEPHHOBYIO KapOOKCHIICTITHIA3Y,
npUHAUIekKanyl0 K cemelictBy mnentuaa3 S10. beuto mpoBeneHO CcpaBHEHHWE TI'€HOMHBIX
MOCIIE0BATEIHHOCTEN, COOTBETCTBYIOIUX KOJIUPYIOIIUM U MPOMOTOPHBIM oOiactam GS5, mexmy
COpTaMH C y3KUM U mmpokuM 3epHoM [35]. JIBe y3ko3epubix juuuu (H94 u Minghui 63) umenu
UJICHTUYHBIC TOCIEIOBATEIbHOCTH, KOTOPHIE CHUJIBHO OTIMYAINCH OT MOCJIEeI0BATEIbHOCTEN
mpoko3epHoit muaun Zhenshan 97. Komupyrorue mociaeaoBareabHocT reHa GS5 y nmunuii H94 u
Minghui 63 umetot muay 1440 1. H. ¥ KOAUPYIOT moaunentu u3 480 aMUHOKHCIIOT, B TO BPEMS Kak
KOJUPYIOIIasi MOCaeI0BaTebHOCTh y JuHuu Zhenshan 97 cocrout u3 1446 m. H. U KOAUpPYyeET
noymnentua u3 482 amunokucnor. lllects ocHoBanmit Bctpoens! Ha 10—15 1. H. HIKE caiiTa Havana
tpancisiuu B Zhenshan 97, o cpaBuenuto ¢ H94 u Minghui 63, 4to mpuBesio K yBeIHYECHHIO OeKa
Ha 2 aMUHOKHUCJIOTHI B pallOHE MPECKa3aHHOI0 CUTHAIBHOTO nentuaa. Kpome Toro, Mexxay AByMs
TpyNIaMy JIMHUH MMENOCh YeThIpe HYKJICOTHUIHBIX PAa3IW4Msi B MOCIEIOBATEIBHOCTSX, KOTOpPHIC
NPUBEJH K 3aME€HAM TpeX aMHHOKUCIOT. CpaBHEHHE IPOMOTOPHBIX MOCIIEIOBATEIHHOCTEH BBISIBHIIO
18 HyKJICOTHIHBIX BapHAHTOB (3aMEH, JEJIeUd U MHCEPIMil) B mpenenax 2 T. I. H. K 5’ oT caiita
Havasia TPAHCIAIMH, Pa3InYaoIInX OJHY TPYIIy OT Apyroi [35].

Jis n3ydeHus: MEXaHU3MOB, JIKAITUX B OCHOBE PA3INUYHUN MEXY Y3KO- M ITUPOKO3EPHBIMU
muausmy, J.M. O’Leary u coasrt. [37] npoBenu cexBeHupoBanue o0sacTu, coaepxkamiei rea GS5, a
Tak)Ke TeHETUYECKYI0 TpaHC(HOPMAILIUI0 KOHCTPYKIUSAMHU C TMPOMOTOPOM BUpPYCa MO3aMKH LBETHOM
Kamyctsl 35S 1 mpomoTopHoii obnactu rena GS5 mmuHOM 2 T. 1. H. U3 tuHuK Zhenshan 97, ciuteivu
¢ k/IHK rena GS5 nuaum H94 (y3koe 3epHO). M3 pe3ynbTaToOB 3KCIEPUMEHTOB HCCIIEIOBATEIH
CJ/IeJIaii BBIBOJI, YTO BiusiHME TeHa GSS Ha pa3mep 3epHa 00yCIIOBICHO BapHaIHsIMHA B IIPOMOTOPHOM
obrnacTu, a He B KOAUPYIOIICH. AHAIN3 pacUICTIEHUS B TOTOMCTBE BBIIIEYTOMSIHYTHIX T€HETUUECKH
TpaHcGOPMHUPOBAHHBIX JTMHUN MOKa3all, YTO MIMpUHA 3epHa 3HaunTenbHO (p <0,01) Koppenupyer ¢
ypoBHeM 3kcmpeccun TeHa GS5: pacTeHus ¢ 0ojiee BHICOKMM YPOBHEM JKCIPECCHH JAIOT OoJjiee
mmpokue 3epHa [35].

OTU pe3ynbTaThl MO3BOJSIOT MPEANONOXKUTh, YTO TeH GSS5 TMONOKUTENBHO PETyIHpYyeT
pa3Mep 3epHa, yBEIWYMBAs YUCIIO KJIETOK M, B HEKOTOPOH CTEMEeHH, UX pa3Mep, YTO MPUBOIUT K
YCHJICHHIO pOCTa 3€pHa B IMHUpWHY. JleneHWe KIETOK B JYKApHOTHYECKMX OpraHU3Max
KOHTPOJIMPYETCS] BHICOKOKOHCEPBATUBHBIM OCHOBHBIM MEXaHH3MOM KJIETOYHOTO IHKIA. YTOOBI

u3y4uTh cBsI3b GS5 ¢ reHaMu, perynupyronMMy KJISTOUYHbIM UK pacTeHUH, POBEJH MOKCK B 0aze
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naHHbix Rice Genome Browser. B pesynbraTte moncka ObUTO BBISIBIIEHO 25 TeHOB, B TOM uncie 14,
IPEANOIOKHUTENBFHO yuacTByommx B pazax G1/S, u 11 — B ¢paze G2/M. bpuia npoananu3upoBaHa
OKCHpECCHs JTUX 25 TEHOB B pACTEHHUSAX, HECYIIUX MyTaluio ¢SS5, W B paCTCHUSX,
cBepxakcrpeccupyromux GS5, Mo cpaBHEHHIO C JAMKUM THUIIOM. YPOBHHM TPAHCKPUIITOB IISITH
npernoaaraeMeIx reHoB, kKoutponupyronmx G1/S-dassr, — CDKAL, CAK1, CAK1A, CYCT1 u H1
— OBbUTM 3HAYUTENBHO TMOBBIMIEHBI B PACTEHHSX, CBEpX3Kcnpeccupyrommx GSS, mo cpaBHEHHIO C
pacTeHUsIMH, HE HECYIIMMHU TpaHcreH. HampoTuB, sKcrpeccus 3TUX MATH TeHOB Obljla 3HAYUTEIBHO
CHIDKEHA y MyTaHTa (S5 mo cpaBHeHHio ¢ aukuM TurmoMm [32,36-40]. Takum obpasom, GS5
GYHKIIMOHUPYET, MPEATONIOKHUTENBHO, KaK MOJIOXKUTEIbHBIA MOIYJISTOP T€HOB KJIIETOUHOTO LIUKJIIA, U
€r0 CBEPXIKCIPECCHS MOXKET MPUBOJIUTH K YBEIHMUCHHIO YHCIa KIETOK 32 CYET CTUMYJIHPOBAHUS
MHUTOTHYECKOTO AeneHust [29].

I'en TGW6 (THOUSAND-GRAIN WEIGHT 6), BepositHO, HE HMEIT IPUOPHUTETA ISt 0OTOOpa
IpU OJOMAIIHUBAHUU, OJHAKO y COBpeMeHHBIX copToB |GW6 MOKeT MOBBIMIATH YPOKANHOCTH,
MOCKOJIBKY OKa3bIBaeT IJICHOTPOITHOE BIUSHIE Ha MPOJYKTUBHOCTD U pa3Mep 3aracaroliiX OpraHoB
[41-43].

K. Ishimaru u coast. [30] kaprupoBanu jjokyc TGW6 13 OeKpOCCHPOBAHHBIX HHOPEIHBIX
muauii (NIL), mojay4eHHBIX OT SIMOHCKOTO BBICOKOYposkaitHoro copra Nipponbare u muaumiickoro
mectHoro copra Kasalath na yuactke 4,9 1. 1. H. Mmexxay mapkepamu G214 u G232 na xpomocome 6.
Amnnens TGW6 y copra Kasalath, B otiimunu ot Nipponbare, coaepxaina 6 HyKICOTHIHBIX 3aMEH H
nenenuto 1 m. H. B monoxkeHuu 313. Dta aenerys BbI3Baia CIBUT PAMKU CYMTHIBAHUS U OCTAaHOBUIIA
00pa3oBaHUe MOJHOLIEHHOTO OeJKa 13-3a MOsABJICHUS IPEXKIEBPEMEHHOTO CTOI-KO/I0HA, TOT/1a Kak 6
HYKJICOTHUHBIX 3aMEH HE MMEJIM HUKAKOTO BIMSHUSA Ha OMocuHTe3 Oenka. Takum oOpa3om, caBur
pPaMKHU CUMTBIBaHUS MOT MPHUBECTH K (popMupoBaHHio HepyHKIMOHaNbHOTO Oenka TGW6 y copra
Nipponbare.

B tecre Ha kommiemenraimio pacteHus Nipponbare u  NIL(TGW6) Obuin
TpaHchopMUpoBaHbl TeHeTHUeckor KoHcTpykuuer s PHK-untepdepenu (RNAI) uzyqaemoro
jokyca. Y tpancopmantoB Nipponbare mimHa 3epHa u Macca ThICSYM 3€pEH ObLIa 3HAYUTEIHHO
BHIIIIE, UeM B KOHTpouie. [Ipu 3ToM 3xcrpeccus tgw6 Oblia HIKE, 4eM B KOHTPOJIE, 8 OTHOCUTENbHBIH
YPOBEHb 3KCIIPECCHU OTPHIIATENILHO KoppenupoBai ¢ jimHOM 3epHa. Y NIL(TGW6), Hampotus,
Beienne KoHCTpyknn RNAI He moBiMsio Ha JuIMHY 3epHa y TpancdopmanToB. M3 atoro cienyer,
yto genenus 313-if Hykieotuaa sBisieTcs (PyHKIMOHAIBHBIM HYKJICOTUIHBIM IMOJIUMOP(PHU3IMOM

(FNP) s TGW6 [30].
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C nomompto ITIP-PB 6put0 mokazano, uto ren TGW6 skcnpeccupyeTcst B 3epHax puca u
3aracaroluyx opraHax, B Y4aCTHOCTH, OCOO€HHO BBICOK YPOBEHB JKCIIpeccuu B Merenkax. [Ipu stom
tpanckpuntel TGW6 HakamimBanuce BOKpyr sHpocnepma B nepukapnuu [30]. IIpu cpaBHeHuUM
IPOJOJIbHBIX cpe30B 3peibix 3epen Nipponbare u NIL(TGW6) komudecTBO KIIETOK SHIAOCIEpMA Y
NIL(TGW6) 6b110 3HaumTENbHO O0bIIe (Ha 24%), yem y Nipponbare, B To Bpemst Kak JJIHHA KJICTOK
sHI0cTIepMa Obuta ouHakoBoit [30].

HccnenoBarenu Ha OCHOBaHMH CTPYKTYpbl O6enka TGW6 cpaBHUIM MOCIEI0BATEILHOCTH U
TpexMepHble CTpyKTypel OenkoB TGW6 wu3 Nipponbare, crpukcosuauncunarassl (STR1) wu
numsonponmidropdocdarassr (DFPase) [31,38]. bbuto mpoaeMOHCTPHPOBAHO HX 3HAYMTEIBHOC
CXOJICTBO MEXIy COOOii, YTO IMO3BOJSET MPEIIOI0KHUTh TUAPOIU3YIONIYI0 aKTHBHOCTBIO Oenka
TGW6. Tak, mpu moMoImy MOJEKYJISPHOTO JOKHHTa OBLIO MOKAa3aHO, YTO KOHBIOTaThl WHAON-3-
ykcycHoit kucnotsel (MYK), B uactnoct MYK-rmoko3a, Moryt 0bith cyocTparom mist TGW6 [30].
Takum oGpaszom, 6emok TGW6 u3 copra Nipponbare, Buaumo, rugponusoBan MYK-rioko3y ¢
obpazoanuem YK u rimoko3sl, a TGW6 copra Kasalath — ner.

B nenom, amiens tgwé copra Nipponbare, mo-BuaumoMy, BIHSET Ha BpeMs Mepexoja OT
CHHIIUTHAILHOW K KIJIETOYHOH (ha3e, KOHTPOJIUPYS MOCTYIUICHHE TOPMOHOB, M, CIICIOBATEIBHO,
OrpaHMYMBACT YKMCIIO KJIECTOK M JUTUHY 3epHa. [loaromy moteps yHkimu B amiene copra Kasalath

OKas3aja )eJarelibHOe BIUsHIAE Ha pa3mep 3epHa [45,47].

OKPACKA 3EPHA PUCA

HakornuieHne aHTOLMAHOB y pUca — IPHU3HAK, CBA3aHHBIN C OJOMAIIHMBAHUEM, KOTOPBIN
MOKET MCIOJIb30BATHCS JIJISl OTCIICKUBAHUS SBOIIOIIMOHHON ucTopuu puca [47]. LiBeT 3epHa 3:1aK0B
OIpeJIeTIsIeTCs] MUTMEHTAIMeH ONpeNeNieHHbIX (uToxuMuueckux BemiectB. Y puca (O. sativa)
OOJIBIIMHCTBO COPTOB UMEIOT O€jble 3€pHA, HO Y HEKOTOPBIX COPTOB — KOPHUYHEBBIE, KPACHbIE MIIH
yepHble. KpacHblf 1[BeT 3epeH OOYyCIIOBJIEH OTJIO)KEHHEM MU OKHUCIMTENIbHOW MoJuMepHu3anuen
IIPOAHTOLIMAHUMHOB B IEPUKAPIIMH, B TO BpeMs KaK YEpHBIHN IIBET 3€peH 00YCIIOBJIEH HaKOIJICHUEM
aHTonuaHoB [48].

AHTOLIMAaHBI —  BOJIOPAaCTBOpPHMBbIE BTOpUYHble MeTabonuThl. Hambomee yacTo
BCTPEUAIOLIMMUCS arjuKoOHaMH Yy PAacTeHHUH SABIAIOTCA LIMAHUIWH, NEOHWAMH, NENAprOHUANH M
nenb@UHUIMH. BUoCMHTE3 aHTOLMAaHOB HAUMHAETCS C COeAMHEHUN MamoHWI-KOA U m-Kymapowui-
KoA. XankoncunTaza (CHS) xatanusupyer cHHTE3 TEeTparuapoKCHUXalKoHa 13 M-kymapouia-KoA u

Tpex Mouiekys ManoHuI-KOA. TeTparuapokcuxaikoH MpeBpaIlacTcs B HAPUHTUHUH 101 AEHCTBUEM
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xankoHuzomepasbl (CHI), a 3arem B muruapokemmdepon (DHK) ¢ momompio ¢raaBaHoH-3-
ruapokcmiassl (F3H). U3 DHK moxer oGpa3zoBeiBathest auruapoksepretad (DHQ) ¢ momoribio
¢dnaBonona-3'-ruapokcmwnazel (F3'H) u aurnapomupunerus (DHM) 3a cuer d¢umaBonoun-3',5'-
rugpokcuiassl (F3'5'H) [44].

Huruapodnasononsr (DHK, DHQ, DHM) mnpespamarorcs B aHTOIMaHbI B TPH dTara:
BOCCTAHOBJICHUE TUTHIPO(DIABOHOIIOB TUTAIPODIABOHOIPEAYKTA301 (DFR) 10
JICHKOAHTOIIUAHHUIUHOB, JaJIee MMPOUCXOTUT OKUCICHHE JIEHKOAHTOMAHUINHOB JI0 aHTOIIMAHUTUHOB
nerikoantormanuauHokeugazon  (LDOX), mocne dYero  mpOHMCXOAHWT — TIMKO3WIMPOBAHUE
aHTOIMAHUAMHOB  3-Tmoko3miTpancdepazor (3GT) ¢ oOpazoBanmem aHTOIMAHUIUH-3-O-
TJIFOKO3HUI0B (QHTOITUAHOB).

AHTOnMaHUIUH-3-O-TII0KO3UIBI  MOTYT TIOJIBEPTaThCsA JaTbHEHIIUM  MOTUDUKAIUSIM
(TTMKO3WIMPOBAHKUE, METUIMPOBAHUE, AlleTHIMPOBaHWE), 00pa3ysl pa3iUyHble IEKOPHUPOBAHHBIC
aHToLMaHbl. B okpaieHHOM price Hambosee pacnpocTpaHeH uaHUAnH-3-O-TIII0K03U I, a KPACHBIH
I[BET CEMSH OOYCJIOBJICH NPOAHTOLIMAHUIWHAMA — TOJMMEPH30BAHHBIMU KATCXUHAMH H
SIUKATEXWHAMH, CHHTE3 KOTOPHIX HAYMHAETCS C BOCCTAHOBJICHHUS JICHKOAHTOLMAHUIWHOB
[IMaHUIMHAJICHKOAHTOITHAaHU TUHPETYKTa301 (LAR) 1501051 AHTOLMAHUINHOB
anronunanuauapenykrason (ANR) [49,50]. AHTorMaHbl W MPOAHTOIMAHUANHBI UIPAIOT BAXKHYIO
pOJIb HE TOJIBKO B MUTMEHTAIMU CEMSH, HO M B 3aIIUTE PACTCHHUU OT PAa3IMYHBIX OMOTUYCCKUX H
A0MOTHYECKUX CTPECCOB. DTH COCTMHEHHSI HIMEIOT CHITbHBIC aHTHOKCHIAHTHBIE CBOMCTBA, YTO JIETaeT
WX TIOJIE3HBIMU TS 37I0pPOBbs YesioBeka [51].

Oxkpacka prca KOHTPOJIUPYETCS IBYMS KIFOYEBBIMUA MEXaHU3MAaMHU: CTPYKTYPHBIMU T'€HAMH U
peryssitopHbIME (akTopamu TpaHckpumuu (TF).

CTpyKTypHBIE T€HBI KOJUPYIOT (hepMEeHTHI, HEOOXOIUMBIC JIsl CHHTE3a aHTOIIMAaHOB. BaKHBIM
NpUMepOM SBJsieTcsl TeH, koaupytonmii ¢pepmeHT DFR, koTopsiii ydacTByeT B mpeoOpa3oBaHHH
TUTHIPO(IABOHOJIOB B JIEHKOAHTOIIMAHUAUHBI, KpUTHUECKUN 3Tall B MyTH OMOCHHTE3a aHTOIMAHOB
[52].

VY puca usBecTHBI reHbI/TOKychl Rd, RC 1 A, KOTOpBIe UTPAIOT KJIFOYEBYIO POJIb B CHHTE3E
MPOAHTOLIMAHUIMHOB U OTBETCTBEHHBI 32 MUTMEHTAIINIO TIEpUKApIUs puca. [ eHeTHuecKuil aHamms ¢
ucnons3oBanueM SSR- n QTL-mapkepoB mokasan, uro reH Rd pacmonoxxen Ha xpomocome 1 puca
mexay Mmapkepamu R2374 u C808, a nokyc 4 — Ha pacctosiauu 0,3 cM ot Hero. BeposiTHO, JTOKYCHI
Rd u A wunmentwunsl, u oba koaupyroT auruapodaBoHoi-4-penykrasy (DFR). Bsenenue

¢dyHKIHOHaTBHOM Koy reHa DFR B kopu4HeBO3epHYI0 JTHHUIO prca ¢ reHoTunoM Rcrd mpuserno k
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MOJIyYEHUIO PAaCTEeHHM prca ¢ KpacHbIM 3€pHOM 3a CYET HAKOIJICHUS MPOAaHTOLHMAHUAMHOB, YTO
HOATBEPIKAALT, 4To JIokyc Rd xomupyer 6enok DFR. Ananu3 6enkoB y TpaHC()OpMUPOBaHHBIX JTHHUI
puca, IPOBEICHHBIN METOJOM BECTEPH-OJIOTHHTA, TOKA3aJl HATMYHE TPeX OeNKOB ¢ Maccamu 46, 32 u
22 kJla, KOTOpBIE B3aUMOJICHCTBYIOT ¢ aHTH-DFR-anTHTEIaM1. DTO CBUACTEIBCTBYET O BOZMOYKHOM
unumanuu tpancisauud MPHK rena DFR ¢ pa3HbIx cTapT-K0I0HOB, YTO MPUBOAUT K 0OOPa30BAHUIO
HECKOJbKHX OenkoB. benku ¢ Maccamu 32 m 22 k/la ObLIM Tak)Ke BBISBICHBI B CEMCHAX JIMHUH C
TCHOTHIIOM I'Crd, HECMOTpSI Ha HaJIMYUE CTOI-KOJIOHA B MX MOCIICAOBATEILHOCTSX, YTO YKa3bIBaCT HA
UCIIOJIb30BAHUE AIbTEPHATUBHBIX CTAPT-KOJOHOB TpaHcsuu [53].

PaboTy CTpyKTypHBIX I'€HOB CHHTE3a PEryJIHpPYIOT KOMIUIEKCHI, COCTOSIIIME M3 OCHOBHBIX
TpaHCKpUNIUOHHBIX (akTopoB Tuna R2R3-MYB, bHLH u WD40. Dtu dakropsl padoTaroT
COBMECTHO, YTOOBI AaKTHBHPOBATh WM IOJABISATH CHHTE3 AHTOIMAHOB B OTBET HA Pa3IMYHBIC
crumyJbl [54]. Onun u3 takux TF koaupyer red Rc.

Jnis uzydenust npupoibl reHa RC, KOHTPOJIUPYIOUIETO KPAaCHYI0 OKpPacKy MepUKapIus puca,
Obula TIpOBENEHA Cepusi OKCIEpUMEHTOB. [locTpoeHHe TeHeTHMYeCKOW KapThl Ha OCHOBE
MOP(}OJIOTHYECKAX M MOJEKYJISIPHBIX MapKEpOB IMO3BOJIMIIO CIENAaTh BBIBOJA, YTO HAKOIUICHHE
KpacHOW OKpAacKU 3epHa KOHTPOJUPYETCS allJIeNIIMU I'€Ha, PACIIOJIOKEHHOTO B XpoMOcoMe 7. DTH
KapThl CIETICHUSI CTaJd OCHOBOM JJIsl NajdbHEHIINX UCCIeNOBAaHUIN U O0Jee TOYHOTO OMpPEICICHUS
I'CHOB, OTBETCTBEHHBIX 32 OKpAcKy repukapmus [55].

KpacHblii 1IBET 3epHa MIUPOKO paCIpOCTPaHeH cpeu qukuX npeakos O. sativa, y KoTOpbIX OH
TECHO CBSI3aH C OCBIMAEMOCTHIO CEMSH U COCTOSHHEM IMOKosi [56,57], 0 ueM TOBOPHUT TECHOE
cueruienue Jokyca SD7-1, oTBeTCTBEHHOro 3a MOKOM CeMsH, C TeHOM RC, KOHTPOJIHPYIOIIHM
KPacHYIO OKpacKy mepukapmus, Ha xpomocome 7 [58,59]. [TomuMo clieriieHns: TeHbl OKPAacKU 3epHa
y pHrca MOTYT UMETh TUIEHOTPONHBIN 3D (]eKT, Tak, HanmpuMep, reH RC BIAMSET HE TOIBKO Ha OKPACKY
MepUKapIINs, HO M Ha MEPHOJ] TOKOSI CEMSH, 32 CYET CBOETO BO3/ICHUCTBUS Ha OMOCHHTE3 a0CIIM30BOM
kucnotel (ABA) u dtaBonon108 [60].

Jns mowcka W3MEHEHHWH B TIOCIEIOBATEIHHOCTH, KOTOPHIE MOIJIH OBl OOBSICHUTH
HaOIr01aeMoe U3MEHEHHE 1[BeTa MepUKapIusi, ObLUIO MPOBEJICHO CEKBEHUPOBAHUE ayUieseil rena RC
pomutensckux ¢opm copra Jefferson O. sativa u murmm O. rufipogon, mcmons30BaHHBIX IS
KapTUpOBaHUs. B TreHOMHON moOcienoBaTeNbHOCTH OBLTM OOHapykeHbl 6 wWHAETOB u 22
OJIHOHYKJICOTHJIHBIX pa3inuus. CeKBeHHpPOBAHHBIC IIOCICIOBATEIIBHOCTH TAaKXKe CPaBHWIH C
obrmenoctymHoi mocnenosatensHocthio JJHK copra Nipponbare (copt puca moasuaa japonica c

Oenoit okpackoi mnepukapnus). Amiens copra Jefferson Obuta MaeHTHYHA MOCIIEAOBATENBHOCTH
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Nipponbare. YuuteiBast BO3MOXXHOCTh TOTO, UTO aHHOTAIKSA mociaeaoBarenbHocTr Nipponbare moskeT
NPUBECTH K CO3/aHUI0 TEHHOM MOJENH, OTIMYAIONIEHCS OT JOMUHAHTHON ajiesiu, Obula MpoBeACHA
aHHOTanus aieny, noxydeHHor ot O. rufipogon. B annortanuu Nipponbare 6butn ykopodeHsl 3'-
KOHEI[ IATOr0 5K30Ha M S5'-KOHEI IIECTOro 5K30Ha MO CPAaBHEHUIO C TEHHOM MOJENBIO IS
O. rufipogon. Dro mpuseno k mpeackazanuio Oonee koporkoir MPHK y Nipponbare, kortopas
okazanacek Ha 513 m. H. kopoue, ueM MPHK O. rufipogon. Ilpu cpaBHenuu copra Jefferson u
O. rufipogon ¢ yderom 3Toi HOBOW MoOjeNM reHa ObUIO BhIsABICHO 10 pasnuuuii B mpeaenax
KOJIUPYIONIEH MOCIeA0BaTeNbHOCTH. [I9Th W3 HUX MOITHM MOBIHMATE HAa AMHHOKHCIOTHYIO
HIOCJIEIOBATENBHOCTh Oesika. UTOOBI ompenenuTh, Kakoe W3 ITUX pasiMuuil B POJUTEIBCKUX
MIOCJIEIOBATEIBHOCTAX MOXKET OTBEUYaTh 32 M3MEHEHHYIO (DYHKIIMIO T'€Ha, ObUI OTCEKBEHUPOBAH T'€H
RC (koaupyromuii TpaHCKpUIIIMOHHBIN (akTtop ¢ MotuBoM BHLH) y muaun H75 moxBuaa japonica,
XapaKTEePU3YIOIETr0ocsl OKPAIICHHBIM ITEPUKAPIINEM U MyTaHTHOH aienbio RC.

Pesynbratel mokasanu, uro jgunus H75, tak sxe kak u O. rufipogon, Hecer yHKIMOHATBHBII
autenb RC, omHako reHerwuecku oH Onmmke K copry Jefferson, wem x O. rufipogon. ITostomy
CpaBHEHHE TocjeIoBaTelbHOCTel TeHa RC mexay munueir H75 u coprom Jefferson mo3sonuio Obr
UCKIIIOYUTh BapualMid Ha HYKICOTHAHOM YPOBHE MEXIYy pPOAMTENsIMH. B pesymprare 3TOTrO
CpaBHEHHUS OBUIO BBISBICHO, YTO KOIUPYOLIAas MOCIEAO0BATENBHOCTh amienu RC y mmaum H75
WJICHTUYHA IMOCenoBaTebHOCTH copra Jefferson 3a wmckimoueHreM 14-HYKICOTHIHOTO WHIENS B
9Kk30He 6. OTa 14-HyKJeoTHaHAas BCTaBKa MpUCyTcTBOBana kak y H75, tak u y O. rufipogon, Ho
orcytcTBoBana y copros Jefferson u Nipponbare. Jlenenust BeI3bIBacT CABUT PAMKH CYMTBIBAHHUS, YTO
HPUBOJUT K MOSIBJIICHUIO JIBYX MPEKIEBPEMEHHBIX CTOI-KOJOHOB Mepe]] KOHIIOM 3K30Ha 6, BbI3bIBAs
obpaszoBanue ykopoueHHoro Oenka mepen momenom DHLH. YuuteiBas, uro sta menerus 14 m. H.
ObLTa ¢IMHCTBCHHBIM OTIUYHMEM MEX Iy ayutessimu B auaun H75 u coprax Jefferson u Nipponbare, a
€€ pacroyoKeHUe B IK30He 6 COrIacyeTcs C JaHHbIMU PEKOMOMHAIINH, MOKHO 3aKJIIOUUTh, YTO OHA
SBJISICTCSA €IUHCTBEHHOW OYE€BUIHON MPUUYMHON OTCYTCTBHUS MUTMEHTA B MEPUKAPIIUU 3€pHA COPTOB
Jefferson u Nipponbare [56].

Takum oOpa3zom, RC — TreH, HENOCPEACTBEHHO CBS3aHHBIM C JOMECTUKaluen puca,
HeoOxoauM ans (GopMupoBaHUs KpacHoro mnepukapmust y puca (O. sativa). RC xoampyer
TPaHCKPUNIMOHHBIN (akTop ¢ nomenom basic helix-loop-helix (bHLH), xaptupoBanHblii Ha
xpomocome 7. Kpome Toro, 3ToT TpaHCKPUIIIMOHHBIN ()aKTOP MOKET CBSI3bIBATHCS C IPOMOTOPHBIMU

pEerHOHaMH TEHOB, y4acTBywommx B OwocuHTese ABA, takux kak NCED (9-yuc-
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SMOKCUKAPOTUHOUITMOKCUT€HA3bl). DTO CBSA3bIBAHWE aKTUBHUPYET TPAHCKPUIILIUIO 3TUX T'€HOB, UTO
IPUBOJINT K yBenn4eHuro cuareza ABA [61].

JlaHHbBIE OIIMCAHHBIX BBILIE UCCIIEOBAHUN MIO3BOJIMIA OTEYECTBEHHBIM YUEHBIM CO3/1aTh TECT-
CUCTEMY JJIsl ONpeesieHUs] IPUMECH KPacHOIro prca B MPOMBIIIJICHHBIX MoceBax. beul pazpabotan
KOJOMUHAHTHBIA MapKep, MO3BOJISIONINI, HAYMHAasI C pAHHUX CTaJUil pa3BUTHUS PACTEHUS, BBISIBIATD
€ro TeHOTHUII B OTHOIIEHNH ajutene rena RC. Co3nanHas B JaHHOM paboTe MapKepHasi CHCTEMa MOXKET
paboTaTh IpU UCIOIB30BAHUH KaK 00euX map rnpaiMepoB, TaK U MPHU HCIOJIb30BAaHIH KaKION Mapsl
B oraenbHOoCcTH. OmbiThl co cMmemmBanueMm J[HK kpacnHozepHbix u Oeno3epHbix ¢opM puca B
Pa3IMYHBIX MPOMOPLUHUAX MOKAa3alIH, YTO pa3paboTaHHasi METOJUKA BbISIBICHUS KPACHO3EPHBIX (hopM
B IOCEBAaX pHca J0 00pa30BaHUsI METEIOK CIIOCOOHA OOHAPYXHUTH OJHO KPAaCHO3EPHOE pacTeHHE,
HEeCylllee JOMUHAHTHYIO ajulesib I'eHa KpacHo3epHOcTH RC, cpeau ABYXCOT O€l03epHBIX, UTO
COOTBETCTBYET KpacHO3epHOW mpumecu paHoit 0,5 %. YV copra Wells taxke Obuta BbIsBICHA
toueyHast myTanus (SNP) B rene RC, koTopasi BOCCTaHOBUIIA paMKYy CUYUTBIBAHHUS, IIPEBpAaIlas ajlieib
Irc, oObIYHO Jarolyro Oenblii MepuKapnui, B JOMUHAHTHYIO ajuienab RC-g. Ota MyTanus mo3BoJuiIa
CHUHTE3UPOBATh HOPMAJIbHBIN (PEPMEHT, YTO NMPUBEJIO K KPACHOM OKpacke CeMsiH, XapaKTepHOU AJis
nukoro tuma puca [62]. TecT-cucrema aasl AETEKIHMH 3TOW MyTallMk Oblla aJanTHPOBAHA IS
ucnons3oBanusi [I[IP-PB: momoOpansl onTuManbHblE YCIOBUS M IpOBEIEHA  OlEHKa
YyBCTBUTEJIBHOCTH METOJIa C MCIIOJIb30BAHHEM JBYX 30HIOB B OJHOW peakunoHHou cmecu IIL[P.
[Tokazano, 4o B moo0panHbIx ycioBusx I[P MoxxHO onpenenuTs Npu3HaK KPacCHOTO MIIH OEJIOro
NEepPUKApPIUA Yy OTAEIbHBIX pACTEHUHW Ha CTaAuu NOpopocTKOB. CHcTeMa TakkKe MO3BOJISET
nerektupoBath Hamuane 10% mpumecH KpacHo3epHOro puca [63].

HccnenoBanusi, CBA3aHHbIE C ATUM MPU3HAKOM, UAYT B HACTOALIEE BpEMs, U UCHOJb3YIOTCS
BCE HOBBIE METOJIbI U TEXHOJIOTUU H3yueHus. Tak, Obul pa3paboTaH HOBBIM METOJl, OCHOBaHHbBIN Ha
texHonmorun  penaktupoBanus ~ CRISPR/Cas9,  koTopelii  mo3BomsieT  (QyHKIHOHAIBHO
BOCCTaHABJIMBATh PELECCUBHYIO ajljiesb I'C. bbina ucnpasiena aenenus 14 m. H., BEI3BIBAIOIIAS CIBUT
pPaMK{ CUMTHIBAHUS, yTEM 3aMEHBI €€ Ha JIeelIU, KPaTHbIE TPEM, YTO MIO3BOJISIET COXPAHUTh PaMKy
CUMTHIBAHUS. OTOT NOAXOJ YCHEIIHO MpeoOpa3oBall TpHU OJIMTHBIX copTa Oeloro puca B
KpacHo3epHbIe. B 3epHe puca U3 oTpenakTHpOBaHHBIX JUHUKA T1 — RC OBLIO MpoaHaTM3upPOBAHO
coJiep>KaHue MPOAHTOIMAHUIMHOB M aHTOIIUAHUIUHOB, BEICOKHE YPOBHU HAKOTUJIICHHUSI KOTOPBIX OBLITH
oOHapy»eHbI B KpaCHO3EPHBIX JIMHUAX. bojee Toro, MexXay HCXOAHBIMU KPACHO3EPHBIMU COPTaMH U
OTPENAKTUPOBAaHHBIMU HE ObUIO OOHApPYKEHO 3HAYUTENbHBIX pa3IU4uii B  OCHOBHBIX

ArPOHOMHYCCKUX XAPAKTCPHUCTHUKAX, YTO YKA3BIBACT HA TO, YTO BOCCTAHOBJICHUC (I)yHKI_II/II/I Rc ne
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0Ka3aJI0 OTPUILIATEIHHOTO BIHSHUS Ha Ba)KHbIE arPOHOMUYECKUE XapAaKTEPUCTUKHU pHca. Y YUThIBAs,
4r0 y OONBIIMHCTBA OENbIX COPTOB puca Oenblii mepuxapnuii oOycnoBieH 14-HyKICOTHAHOM
Jeneryel B rene RC, MOXHO MPEeAINoNoKUTh, YTO 3TOT METOJ] MOKHO NMPHUMEHUTH K OOJIBIIMHCTBY
OeNbIX COPTOB pHCa, YTO 3HAYUTENHLHO YCKOPHUT pa3BEeJICHHE HOBBIX COPTOB KpPAacHOro puca ¢
X03HCTBEHHO-IIEHHBIMU TIPU3HaKaMu [64].

HccnenoBanre reHoB RC u Rd OTKpbIBaeT HOBBIE BO3MOXHOCTH JJISi T'C€HETHYECKOTO
YIIy4IIEHUs] COPTOB PUCA, HAIIPABJICHHBIX HA TOBBIIICHUE WX MUIIEBOIN IEHHOCTH M YCTOHYHUBOCTHU K
HEOJIAroNpUATHBIM YCIOBHUSIM OKPY>KaIOLIEH cpebl.

UYepHasi okpacka 3epHa puca, CBA3aHHAs C HAKOIUICHUEM aHTOLMAHOB B IMEPHUKApIIUH, HE
SBISICTCS THIIMYHBIM TPHU3HAKOM ISl  OOJBIIMHCTBA KYJIBTUBUPYEMBIX COPTOB pHCa, YTO
CBHJICTEIBCTBYET 00 €€ YHUKAIBHOCTH U MOTESHIMAIILHOM 3BOJIIOIIMOHHOM 3HaueHuH [65].

Jlis BBISIBJICHMSI T€HOB, OTBETCTBEHHBIX 332 YEPHYIO OKPACKY MEpUKAPIUsS, HCCIEI0BATEIN
UCIIOJIb30BATIM METOJIbI KJIACCHMYECKOTO TeHeTHYecKoro aHamm3a. Pactenms copra Koshihikari c
OenpiMu 3epHaMu U copta HongXieNuo ¢ yepHbIME 3epHaMU ObLTH CKPEIIECHBI MEXKIY COOOM Ist
co3maHus MokoJieHust F1, OT KOTOpBIX IyTeM BO3BPATHBIX CKPEIIMBAHUH C PACTEHHSIMU COPTa
Koshihikari 6puta mosy4eHa W30TeHHasl JIMHHS C YCPHBIM 3epHOM. JIsi OmpeseseHusl y4acTKOB
T€HOMa, aCCOLMMPOBAHHBIX C YEPHOM OKPACKOW 3epeH, ObLI MPOBENCH MOJTHOTCHOMHBIN aHAU3 C
UCTIOIb30BaHUEM MapKepoB SSR, cleruieHHBIX co BceMH 12 XpoMocoMaMmu puca. DTO MO3BOIHIIO
UICHTU(PHUIMPOBATE XPOMOCOMHBIE PETHOHBI, CBSI3aHHBIE C YEpHOW OKpAcKoW mepukapmus. B
pe3yJbTaTe KapTUPOBaHUS ObUIM BBISBJIEHBI TPH KJIIOUEBBIX PErHoHa Ha Xpomocomax 1, 3 u 4,
KOTOpbIC BIHSJIA HA YEPHYIO OKPACKY MEpUKapmus. DT pernoHsl ObUTH Ha3BaHbl Tokycamu Kalal,
Kala3 u Kala4 (ot Key gene for black coloration by anthocyanin accumulation on chromosome 1, 3,
4) [60].

JUis TMOATBEp)KIACHUS POJU BBIIBIEHHBIX JIOKYCOB B YEpHOM OKpacke NepuKapnus u
YTOUHEHUS] UX DPACHOJOXKEHHs ObUl co3fgaH rubpua F2 myTeM CKpeluMBaHUS HW30T€HHOW JIMHUM
YepHO3epHOro puca ¢ pacreHusimu copra Koshihikari. B F2-momynsiuu 6bu10 mpoaHain3upoBaHO
542 pacteHus, 4YTO O3BOJUIIO IPOBECTH O0Jiee TOUHOE KapTUPOBAaHUE.

Pactenus nonymsiuuu F2 6bU1M pa3enieHsl Ha FPYIIIHI [0 IIBETY 3€PEH: YepHbIe, KOPHUHEBbIE
U Genple. DTO MO3BOJIMIIO OINPEIENIUTh HACIEI0BaHUE IPU3HAKA YEPHOM OKpacKu. AHaIU3 MOKa3al,
YTO TOJBKO PACTCHHUSI TOMO3HMIOTHBIC 10 ayuienasiv HongXieNuo Bcex Tpex JIOKYCOB MMENH YepHbIS
3epHa. B pe3ynbrare sToro ananmsa jokyc Kala3 Obut geTaibHO KapTHPOBaH, U €ro JIOKAIU3aI[HsI

Obula yTouHeHa 10 paiioHa B 516 T.m. H. Ha Xpomocome 3. Hcmomb3ys SSR-mapkepbl s
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TCeHOTHIUPOBaHUs pacTeHmii F2 takke ot ckpemuBanus coproB Koshihikari m HongXieNuo, 6stu
unaeHTudunupoBansl 1Ba Mapkepa — RM3092 u RM2441 — mexmy KOTOPBIMU HAXOAUJICS LIETICBOM
ren Kalad4 na xpomocome 4. boisiee TouHOE KapTUPOBaHKE MTPOBEIH C UCIIOIB30BAHUEM TPEX THICSIY
pacTeHui nmokojeHus F2, KOTopble 3aTeM reHOTUIIMPOBAIIM ¢ Ucnonb3oBaHueM AByx [I1[P-mapkepos
(200a/800a u 800bc), pacmomokeHHBIX BOJM3HM MPEANOIaraeMoii 00JIaCTH PaCIIOIOKEHHUS T'CHA.
[Tocne mpenBapUTENIBHOTO T€HOTUNMHPOBaHUS ObutM oTOOpanHbl 30 pacTeHUi-peKOMOMHAHTOB IS
JaNbHEHIIEro TeHOTUITMPOBaHUA. J[IsI 3TOTO HMCHONB30BaJIM CEMb JOMOJHUTEIBHBIX MapKepoB,
pacnosioxkeHHbIX B o0sactu reHa Os04g0557500. Dtu Mapkephl TO3BOJIMIM CY3UTh 30HY ITOMCKA JI0
ydacTka pasmepom 25,6 T. 1. H. [48].

Mexny mapkepamu RM3092 u RM2441 6butn BbIsiBIICHBI TpU TeHa, Koaupyronme bHLH-
TPaHCKPHUIIIUOHHBIE (PAaKTOPHI. ITH T€HBI CTaJIM OCHOBHBIMH KaHAWIATaMU Ha POJIb IIEJIEBOTO IreHa.
Jns u3ydeHus: CTpyKTypHbIX ocoOeHHocTed reHa 0s04g0557500 ObuiM MCHOIB30BaHBI METOJBI
CEeKBEHHPOBAHUs U renb-010T aHanu3a. Ananu3 JIHK nokasan Hanuume CTpyKTYpHBIX H3MEHEHUH B
00J1aCTH TIPOMOTOpPA Y YEPHBIX COPTOB puca. DTU U3MEHEHHUs BKJIoYainu BCTaBky 11,0 T. 1. H. u
YaCTUYHOE Ty OJIMPOBAHUE ITOM BCTABKH. DTH CTPYKTYPHBIE IEPECTPONKH MMPUBEIH K AKTUBAIMH FeHA
Kala4, uto B cBOI ouepeqb BbI3BAJIO HAKOIUICHHE aHTOIMAHOB M YEPHBIN LBET MEpHKApIHsi. DTO
JIOKa3bIBACT, YTO YEPHBIH LBET 3epeH OOYCIOBJIEH SKTOMHMYECKON 3Kkcmpeccueil rena bHLH-
TpaHCKpUNIMOHHOTO (hakTropa Kalad, BeI3BaHHOM CTPYKTYPHBIMU U3MEHEHUSIMU B €TI0 IPOMOTOPHOM
obnactu [48].

B npenenax kaxaoro u3 J0KycoB, B KoTopbix kapTuposanu renbl Kalal, Kala3 u Kala4, 6sutu
BBISIBIICHBI T€HBI, [MOTCHIMAJbHO OTBETCTBEHHBIE 3a uepHyl mnurmeHtamuio. l[en Kalal
COOTBETCTBYET H3BECTHOMY CTpyKTypHOMYy TeHy DFR, koropblii yuacTByer B cHHTE3€
anronuanuHoB. Kala4 cootBercTByeT reny, koaupyromiemy oenok bHLH, koTopslii Takke BOBIICUeH
B KOHTPOJIb CHHTe3a aHTolMaHuHOB. Kala3 — perymsropusiii MYB-reH, KOTOPBIi peryaupyet
TKaHeCTIeHU(PUUHYIO OKPACKY. AHAJIN3 TEHOTUIIOB U ()EHOTHIIOB IMOKA3al, YTO eI YEPHO3EPHOTO
copra HongXieNuo B mokycax Kalal u Kala3 urpator Bropocrenennyto poib B okpacke puca. O0
9TOM CBHUJICTEIBCTBYET KOPHYHEBBIA I[BET 3E€PEH HM30TCHHOW IJIMHUH, KOTOpas HMMEET ajlleNn
Koshihikari B mokxycax Kalal n Kala3 u amnens HongXieNuo B nokyce Kala4. beuto onpezneneno,
YTO OCHOBHYIO POJIb B HACJIEJOBAaHHM YEPHOU OKpacku urpaet jokyc Kalad. Oto monrBepkaaercs
TEM, YTO 3epHa M3oreHHO nuHuK ¢ autensmu HongXieNuo B mokycax Kalal u Kala3 u amrensio
Koshihikari B nmokyce Kala4 momHocThio Oenbie. UepHYH0 OKpacky HMEIOT TOJBKO pacTeHH,

conepxamrie awienn HongXieNuo Bcex Tpex reHOB B TOMO3HTOTHOM cocTostHuu [60].
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[lpu3Hak dYepHOW OKpacKW 3epHa puca, CKOpee BCEro, sBISETCS HOBONPUOOPETECHHBIM,

NOSIBUBIIUMCS OO BO Bpems, JMOO Mocie ofoMallHuBaHHs puca. [Io cpaBHEHHIO C IUPOKUM

pacmpocTpaHEeHHEM COPTOB OEJI0ro pHca, CoOpTa YEPHOIro PHca EAMHUYHO PACIIPOCTPAHEHBI MO BCEH

A3zumn.

3AKVIIOYEHUE

OBOJIIOIHOHHAS HUCTOpUA pUCa CIIOXKHA, HO 0OJIBIIIOE KOJIHUYECTBO HCCIICIOBAHUI ICTaIbHO

OITMCBhIBACT

reretuky nepexoxaa ot aukoro (O. rufipogon u O. nivara) k ogomamuenromy (O. sativa)

pucy. Tumbl 3a7€iiCTBOBAaHHBIX T'€HOB, a TaK)KE€ MOJICKYJIIPHbIE MEXaHU3MbI UX paboThl (Tabm. 1)

IMMO3BOJIAT JIYUYIIC MOHATH IIYTU JOMCCTHUKAIIUA U B I[B.JII:HCI;'IIHCM BBIBCCTH YJIYYIICHHBIC COpTa puUcCa

[9].
Tabmuua 1. ['eHbl, KOHTPOJIUPYIOIINE OCHIAEMOCTh, Pa3Mep 3€pHA M OKPACKY IEPUKAPIIUs y prca
['en Jlokyc [Ipenmnonaraemast pyHKIMS JluteparypHslii
HCTOYHHK
OcpinaemMocThb

SH4 Xpomocoma 4f | Konupyer TpaHCKpHuInoHHIH hakTop MYB [12]

SHA1 Xpomocoma 4 | Komupyer TpaHCKPHIIMOHHBIA (hakTop cemencTBa [14]
Trihelix

qSH1 Xpomocoma 1/ | KogupyeT TpaHCKpUIIIIMOHHBIN (HhaKTOp roMeoOOoKC- [16]
tuna BEL-1

SH5 Xpomocoma 5 | KogupyeT TpaHCKPUIIMOHHBIN (haKTOp TOMEOOOKC- [16]
tuna BEL-1

SHAT1l [ Xpomocoma 4/ | KonupyeT TpaHCKpUIIIIMOHHBIH (hakTop AP2 [17]

SNB Xpomocoma 7| | KomupyeT TpaHCKpHIIIMOHHEIH (hakTop AP2 [18]

OsSh1l [ Xpomocoma 1| [ KogupyeT Tpanckpunironubii pakrop YABBY [19]

ObSH3 | Xpomocoma 3| | KogupyeT TpanckpuniunonHbiii pakrop YABBY) [20]

OsCPL1{| Xpomocoma 7| | KomupyeT Oellok, coaepkamuii KOHCEPBATUBHBIN [6]
nomen ¢ocdarassl (carboxy-terminaldomain, CTD)

NPC1 Xpomocoma 3| | Kogupyert Hecnerubpudeckyro dochomumazy Cl [22]

OSH15 [ Xpomocoma 7| | Koaupyet 6erok ¢ romeogomMmeHoM Trrma knotted [23]
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JOINOJIHUTEJIbHAA NTHO®OPMALIUA

Bruiag aBropoB. H.A. Muproponckuii, C.A. Cne3oBa, H.A. JlobapknHa — HanMcaHue TEKCTa, 0030p
mutepatypsl; T.B. MarseeBa, E.A. AnapeeBa — KOHIENTyanu3alusi, BHECEHUE OKOHYATEIbHBIX
IPaBOK. ABTOPBI OJOOPUIIM BEPCHUIO ISl ITyOIMKALINK, @ TAKXKE COTIACHIINCh HECTH OTBETCTBEHHOCTh
3a BCE acleKThbl paboThl, FTapaHTUPYs HAJUIeXKAIlee pACCMOTPEHHE U PEILIEHHE BOIIPOCOB, CBSI3aHHBIX
C TOYHOCTBIO U I0OPOCOBECTHOCTHIO JIFOOOH €€ 4acTH.

HUcrounnku ¢punancupoBanusi. OTCyTCTBYIOT.

PackpbiTHE HHTEepecoB. ABTOPHI 3asBIISAIOT 00 OTCYTCTBUHM OTHOILIEHUM, 1€ TETbHOCTH U HHTEPECOB
3a IOCJEIHUE TPU I'OAA, CBS3aHHBIX C TPETHUMHU JIMLAMHU (KOMMEPUYECKUMHU M HEKOMMEPUYECKUMHU),
MHTEPECHl KOTOPHIX MOTYT OBITh 3aTPOHYTHI COJIEP’)KAHUEM CTAThHU.

OpurunaabHocTh. [Ipy co3maHum HacTosmield pabOTHl aBTOPHI HE HCIOJB30BAIM paHee
OIyOJMKOBAHHBIE CBEIEHUS (TEKCT, MILTIOCTPALIMHN, 1aHHbIE).

Joctyn K JaHHBIM. Bce naHHbIe, IOJIyYE€HHBIE B HACTOSILEM HCCIEA0BAHUN, JOCTYIIHbI B CTAThE.
I'eHepaTHBHBIA HMCKYCCTBEHHbI HMHTeLIeKT. IIpu co3gaHumm HacTosnied CTaTbU TEXHOJIOTUHU

TCHCPATHUBHOI'O HCKYCCTBCHHOI'O MHTCIIJICKTA HC MCII0JIb30BaJIH.
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