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KPYITHOIIVIOAHOCTD Y TOMATA Solanum lycopersicum L.:
IT'EHETUYECKUE JETEPMUWHAHTDBI, OPTAHOI'EHE3
N PASBUTHUE IUIOJA
(0030p)

N.T. BAJTAIIIOBA ¥, C.M. CUPOTA, E.B. INHYYK

Kpynnonnoanocts y Solanum lycopersicum L. Bo3Hnkia B pesynbrare aomectukamuu. Crno-
COOHOCTh pacTeHHii ToMaTa ()OPMUPOBATH KPYNHBI IUION BbI3BIBAET MHTEPEC B CBSA3M C CO3IAHHEM 00-
Pa3uoB i MHOTOSIPYCHBIX THAPOMOHHBIX W aJPOMOHHBIX YCTAHOBOK, MPMMEHEHHE KOTOPHIX — OCHOBHO¥
TPEH/I COBPEMEHHOTO BEPTHKAJILHOTO OBOILEBOJCTBA B 3AIMIIEHHOM IpyHTe. VCNoJb3ysi TEXHOIOTHIO 1ie-
JIeBO#l CeJIeKMH, MbI TOJYYIIN TiePBble POCCHIICKHE MEJKOIUIOJHbIE COPTA TOMATA ISl MHOTOSIPYCHOI
y3KocTeUIaKHoi ruapononnku — Hartama m Tumoma. YKpynHeHne mioa cBS3aHO C reHETHYECKMMH H
SMHUreHe THYECKNMI MEXaHM3MAMH KOHTPOJISI 3TOT0 MPU3HAKA, KOTOPbIe AKTHBHO M3YYAIOTCS y TOMATA KaK
MozenbHoro oobekta (An. Frary c coasr., 2000; B. Cong c coasr., 2006; Z. Huang ¢ coasr., 2011;
S. Wang, c coasr., 2011; A.J. Monforte c coasr., 2014; L. Azzi c coasr., 2015). B cBoem 0030pe MbI
CKOHLEHTPUPOBAJIM BHUMAHNE HA JAHHBIX O T€HAX, YYACTBYIOIIME B KOHTPOJE MACCHI IUIOIA Y TOMATA, U
BO3MOJKHOCTSIX PETyJIMPOBATbh MX IKCIPECCHIO, KOTOPHIE, MO0 HAIIEMY MHEHMIO, MPEACTABISIOT NEPBOOYE-
penHoii maTepec miA cejekiuu. Ileas 003opa — 0000meHne cBelIeHUid 0 TeHETHYECKNX JeTePMAHAHTAX
Macchl IVI0A Y TOMATA M HMX CBS3M C OPTaHOTEHEe30M, TOPMOHAJBHON M MeTa0OIMYecKOil peryisuei
Pa3BUTHS IUI0JA. AHAJIN3 HAYYHBIX MYOJMKANMI, 3aTPAarMBAIONIMX TeMYy YKPYNHEHHs IJI0JAa Yy TOMATa Npu
JIOMECTHKALMH, BHISIBII Hammune 37 JOKYCOB, PEeryJMpYOIINX JeJieHne W pacuiipeHne KJIeTOK HAa 4eTbl-
pex 3Tamax pa3BUTHS IUI0Aa OT (a3bl pa3BUTHSA AiLEKIeTKH U (a3sl hopMUPOBAHNS 3aBSA3U MOCIE OILIO-
JIoTBOpeHHs 10 ()a3bl KIETOYHOTO JejieHus U (ha3pl paciiMpeHus KIeToK, (opMupYOmMX 3peblii M0,
YacTe 3THX JOKYCOB CBSI3aHbI C MPOLECCAMH TOPMOHAJBLHOTO Pa3BUTHS pacTeHds B (a3bl LBETEHHS,
OIUIOIOTBOPEHHSI, 00PA30BaHMs ILUIOAOB M CEMSIH M TIO3TOMY BOBJIeUeHbI B ayKcuHoBbIil (SIPIN4, SITIRI,
SIARF7, SIARFS, SIIAA9) n tuo6epenmunoBbiii (SIGA200x1, SIDELLAI) curnamunru. Jlpyrue JIOKychl
KOHTPOJIMPYIOT PACIIMPEHHE KJIETOK B MEPHOJ PA3BUTHS M CO3PEBAHMS IUIONA, M NMOITOMY BOBJIEYEHbI B
npoueccol peryisimuu nepsuunoro (HXKI1, SuSY, LINS, TIVl, mMDH, cpFBP, SPA) u BTopH4HOTO
(NOTABILIS/NCED1, FLACCA, Gal-LDH, GME) meta6oim3ma. OtaeibHas rpynmna JOKyCOB KOHTPO-
JIMpyeT KJIETOYHbI IUKJ B mepuoa pa3surtus siineknerku (TAGLI1, FAS, LC, SIWUS, SIIMA) u ysenm-
gyennsi mioga (SICDKAL, SICDCBI1, SICDKB2 wu SICCS524, SIWEE1, SIKRPI) (L. Azzi c coasr., 2015).
W3 noKycoB, onpenesionmx pa3mep Ioja y ToMaTa, HanboJee NoApoOHO onucaH fw2.2 — mepBblil pery-
JIATOPHBIA JIOKYC, KOTOPbIii ObUI KAPTHPOBAH MEKIYHAPOJHOW TPYNION HCCieAoBaTesell moJ PyKOBOI-
ctBom renetnka S.D. Tanksley (An. Frary c¢ coasr., 2000). DT0T JIOKYC KOHTPOJMPYET MEJIKOILIOAHOCTD
| TPOSBJISIET MOJIYIOMHUHIPOBANE 10 OTHOLIEHHIO K MOJIYPeleCCMBHOMY aJLIeNI0 KpynHomwionHocta FW2.2.
B cepum 3KCHepUMEHTOB C HCNOJIb30BAHMEM TPAHCTEHHBIX JHHHIA YCTAHOBJIEHO, YTO JIOKYC fiw2.2 comep-
JKHTCS BHYTPH KocMuIpbI 0S50, aHAIM3 CMKBEHCA KOTOPOIii BBISIBUJI JBE OTKPBITBIX PAMKH CYMTHIBAHMS.
OnHa ¥3 HUX coJepXkajia eJUHHYHOE PEKOMOMHALMOHHOE COOBbITHE, KOTOPOEe OrPAHMYMBAJIO JIOKYC fiw2.2
¢ mpaBoro Konna, — X033. Tak Kak MeCTOM JIOKAJIM3A1H OJHOIl MM HECKOJIbKHX TeHeTHYECKHX MyTa-
[Mii, BHI3BIBAIONIMX W3MEHEHNE Pa3Mepa ILI0/Ia, MOXKET ObITh TOJBKO yJacTok cieBa ot X033, k/IHK44
He MOXKET BOBJIEKAThCS B MPOLECCHI yBeJMYEeHHS pa3mepa mwiona, u reH ORFX, win upstream peruos,
(heHOTMIINYECKM TIPOSIBIISIETCS B BHAE CTAHAAPTHOTO MEJKOILIOAHOTO o0pa3ua (fiw2.2). 3atem ObLIO ycTa-
HOBJIEHO, YTO fw2.2 NeiicTBYeT KAK HETaTHBHBIA PEryJIsTOpP KJIETOYHOTO JeJeHHs HA CAMBIX PAHHHUX CTa-
JMSX Pa3sBUTHA IJIoJa — mocje onbuieHus. Takum o0pa3om, fw2.2 — oauH U3 psaa PeryjisTOpPHbIX J0-
KYCOB KOJIMYeCTBEHHbIX MPU3HAKOB (quantitative trait loci, QTL), neiicTByromuii B mpouecce yBeamdeHust
pa3mepa II0Aa, TAKNX KaK achaete-scute, scabrous, Delta y KyabTyp, UIMeIOIIMX IUI0bI, feosinte-branched
1 (#b1) y Kykypy3ol u Hox-renni y xuBoTHbix (mut. mo B. Cong c coasr., 2006). Jlokyc FW2.2, Bepo-
SITHO, BBICTYNAET B POJIM MO3UTHBHOTO PETYJISATOPA KJIETOYHOTO [1eJIeHHsI M BOBJIeYeH BO B3aUMO/IeiiCTBHE
¢ OUTOIIA3MATHYECKNMI MeMOpaHaMu npu ydactuu peryisitopHoii (B)-cyobemunnnbl CKII-kuna3bl, Ko-
Topasi, Kak M3BECTHO, ()OPMHUPYET YACTh KJIETOYHOTO IMKJIA, CBSI3AHHOTO C NMyTSMH CHTHAJMHTA Y KJIETOK
npoxakeii n xkuBoTHbIX (B. Cong c coasr., 2006).

KmoueBbie cioBa: Solanum lycopersicum L., ToMat, ceiekuusi, HACIeIyeMOCTb, KPYMHOILIO-
HOCTb, CPEJHSISl Macca IUI0Aa, HU3KOPOCaoCTb, peryiastopubie QTL, pa3Butne mioxaa.

OCHOBHOI1 COBpPeMEHHBII TPEH]I B OBOILIEBOICTBE 3aIMILEHHOIO TPYHTa —
MHOIOSIDYCHBIE y3KOCTEJUIaXKHbIE THAPOIIOHHBIE M a3pOIIOHHBIE YCTaHOBKU
(BepTUKAJIBHOE OBOILEBOICTBO), MO3BOJISIONINE ITOIY4YaTh YPOXKAKHOCTh 3eJICHU
B 530 pa3 BbllIe, yeM Ha oObluHOM moje (1, 2). JIns 3anonHeHus eMkoro (1)
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U ObIcTpopacTylero (2) pblHKa BepTMKAIbHOTO OBOIICBOACTBA OCHOBHBIMM
KyJbTypaMu (TOMaT, orypel, Iepell CAaakuil) moTpeOoBajcsl HOBBIM B3IJISA Ha
CeJIEKLIMI0 KaK TeXHOJOTMYECKUi mpolecc. 3Has OCOOEHHOCTU (peHOTUIMYEe-
CKOIO TIPOSIBJIEHUSI T€HOB, KOHTPOJIMPYIOIIMX KIIIOYEBOM IpU3HAK (KapJIUKO-
BOCTb), Mbl pa3paboTajiy LeJeBYI0 TEXHOJIOTMIO 0TOopa (hOpM OBOILLIHBIX KYJIbTYP
IIJIST BEpTUKAJBbHOIO OBOILIEBOACTBA (3, 4), C MOMOIIBIO KOTOPOI MOJIYyYUIU Tep-
Bbl€ B MUPE MEJKOIUIOAHBIE COPTa TOMATa JJISI MHOTOSIDYCHOM Y3KOCTe/IaskHOM
ruapornonnkn — Harama 1 Tumomna (5). I'enetndeckuit aHanm3 (6) U 1eneBast
TMOPUAMN3ALIMS C UCIIOJIb30BAaHMEM B CKPEIIMBAHMSIX KPYIMHOIUIOAHBIX MaTEepUH-
ckux (OopM MPUBEIM K YBEIMUYEHMIO CpedHEei Macchl Iioga y rokosneHus F3
npaktuyecku B 2 pasza (7). Ho ykpynHeHue ruiofa y ToMata — CJIOXHBINA KOJIU-
YeCTBeHHbIN NMpusHak. CrienoBaTeabHO, 1151 9(PHEKTUBHOIO CO3AaHUST KPYITHO-
IUIOAHBIX COPTOB HEOOXOAMMO 3HAHME HE TOJbKO T€HETMYECKMX NEeTEPMMUHAHT
9TOro MpM3HAKA, HO U MEXaHW3MOB, MOIYJIMPYIOIIMX X (DEHOTUIIUYECKOE TPO-
sgBjeHue. B cBoeM 00630pe Mbl CKOHILIEHTPUPOBAJIM BHMMAHUE Ha aHaau3e JaH-
HBIX O F€HaX, YY4aCTBYIOIIMX B KOHTPOJIE MacChl IJI0a y TOMaTa, 1 BO3MOXKHOCTSIX
peryaumpoBaTh MX 3KCIPECCUIO, KOTOpbIE, MO HAalleMy MHEHUIO, MpPeaCTaBJsSIOT
MepBOOUYEPETHON UHTEPEC ST CEICKIIUU.

Llenb o630pa — 00OOIIEHUE CBEACHUII O T€HETUYECKUX JETepMUHAHTaX
Macchl IUI01a y TOMaTa 1 MX CBS3U C MpolleccaMyd OpraHoreHesa, a Takxke ¢ rop-
MOHAJILHOM U METa0OJUUYECKOM pery/slueil pa3BUTUS TUIoAA.

IInon Tomara (Solanum lycopersicum Mill.) — MHOTOrHE3IHAs SIrojga, Ko-
TOpas LIUPOKO MCIIOJIb3YEeTCSl KaK MOAEIb COYHOTO IJI0Aa KaK B arpoOHOMUYE-
CKHUX, TaK U B ¢yHAAMEeHTaNbHBLIX ucciaegoBaHusix (8-10). Ilpenkosast ¢popma
JIoOMalllHero ToMaTta uMeJjia rioabl MeHee 1 cM B AMaMeTpe ¢ MacCoi HECKOJbKO
rpaMMoB. Mi3aMeHeHue pa3Mmepa Ij104a CBsI3aHO C JoMecTuKauueii. Mol 3apuk-
cupoBanu Maccy mioga tomata 780 r (2018 ron) (2), HO ecTh CBEAECHUSI, UTO
Yy COBPEMEHHBIX TOMAaTOB oHa MoxeT gocturath 1000 r mpu auameTpe Oosee
15 cm (11).

Jlokychl, KOHTpOJUPYIOIIME pa3Mep IJojaa. Y TomaTa pasMep
IUI0Aa KOHTPOJIUPYETCS MOJUTEHHO. BonblIMHCTBO U3 37 JTOKYCOB, BOBJICYEHHBIX
B 9BOJIIOLIMIO Y TOMECTUKALIMIO TOMaTa OT MEJKOIUIONHBIX (hopM K OoJjiee Kpym-
HOILUTIOAHBIM, TeHETUUYSCKU KapTupoBaHhl (12, 13).

IlepBbIM KapTUPOBAHHBIM JIOKYCOM, KOHTPOJIUPYIOLIMM pa3Mep Iiofa y
Tomata, ObL1 fw2.2. OOyCIOBIMBAsSI MEIKOILJIOAHOCTD, 3TOT JIOKYC BeJeT cebsl, KaK
MOJYIOMUHAHTHBIN MO OTHOIIEHUIO K MOJYPELIECCUBHOMY aJUIEIO KPYIMHOILIOA-
Hoctu FW2.2 (11). Bce uccnenoBaHHble JUKKWe BUIHI S. [ycopersicum HeCyT aJuienu
MEJIKOTUIOMHOCTHY fw2.2, B TO BpeMsl KaK COBPEMEHHbIE copTa — aJUuleJId KPYIMHO-
mwionHoctu FW2.2. MexnyHaponHas IpyIina uccieaoBaTesieil KIOHUpoBaia U ce-
KBEHUpOBaja CerMEHT padmepoM 19 T.II.H., comepxKalluil JOKyc fw2.2, a Takxke
UIeHTU(PULIMPOBAJIa TeHbl, OTBETCTBEHHBIE 3a 3¢deKT 3Toro gokyca (11). Temu
K€ aBTOpaMM ObLjla co3MaHa reHeTUYeCKasl KapTa BhICOKOTO pa3pelleHus 11 JIO-
Kyca fw2.2 Ha OCHOBE YeThIpeX YHUKAJIbHBIX TPAHCKPUIITOB, BBISIBJICHHbIX Y 3472
pacTeHuil mokojieHus: F2 oT ckpelliMBaHUs ABYX IMOYTU M30T€HHBIX JMHMH, pas3iu-
yarouxcs 1o amiensMm fw2.2 (puc.) (11). Yetsipe kIHK, cooTBeTcTBYIO1I1E STUM
TPaHCKPUIITaM, MCIOJb30BaIM Uil CKPMHUHIA OWMOJMOTEKM KOCMMI, HECYILMX
¢parmenTsl reHoMHoOM [IHK S. pennellii. B pe3ynbrate naeHTU(MULIMPOBAIN YEThIpe
MO3UTHUBHBIE HeTlepeKphIBaloecss KocMHUIb! (cos50, cos62, cos69 u cos84), kax-
J1asi U3 KOTOPBIX COOTBETCTBOBAJIA OMHOMY U3 YHUKAIbHBIX TPaHCKpUITOB. Mcnosib-
30BaB TPAHCICHHBIE JUHUU, TIpUCYTCTBUE fw2.2 neTekTupoBaiu B cos50. CekBeHU-
pOBaHUE 3TO KOCMUIBI BBISIBUIO IBE OTKPBITHIX pAMKU CUMTBHIBAHUS (CM. pUC.):
nepsast cooTBercTBoBana kKJIHK44 (omHa u3 yeThlpex yHuKanbHbIx KJIHK), mmo
KOTOpO# uaeHTUdUIMpoBanmu cos50, st BTopoil (663 H.) COOTBETCTBYIOIIMX
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TPAHCKPMUIITOB MCXOAHO B OMOIMOTEKe He oOHapyXwiud. MHcepuust comepxkana
BBICOKOITOBTOPSIIOLINICS yU4acTOK pa3MepoM 1,4 T.1.H., oborameHHbiit AT (80 %)
(cM. puc., B). IlpenuiecrBytolliee KapTupoBaHue fwZ2.2 BbISBWIO €AMHUYHOE pe-
KOMOMHALMOHHOe coObiTe [XO33], KoTopoe OorpaHMYMBANO C MPaBOro KOHIIA
nokyc fw2.2. CpaBHenue reHomHoro JJTHK-cukBeHca y 3TOro peKOMOMHAHTHOTO
pacTeHus ¢ TaKOBBIM Yy ABYX POAUTEIbLCKUX JMHUI MoKa3aio Jokanu3zauuio X033
Mexny 43-M 1 80-M HYKJIICOTUAAMU C 5'-KOHIIA OTKPHITOM paMKU CUUThIBAHUS X
(ORFX) (cM. puc., A). Tak kak reHeThuecKkast myTauusi(1), BbI3bIBaolIasi(ue)
M3MEHEHUE pa3Mmepa IU1oaa, MoxXeT ObiTh ToJbKo cieBa oT X033, k[IHK44 ne
MOXET BOBJIEKAThCSl B MPOLIECCUHT YyBeandyeHMs: pasMepa 1iona, 1 ORFX wim
upstream pervoH (heHOTUITMYECKU MPOSIBIISIETCS B BUAE CTAaHIAPTHOIO MEJIKO-
IogHoro obpasua (fw2.2).
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KaprupoBanue BbICOKOro paspemenus jokyca fiw2.2 (11).

A. Pacnionoxenue fw2.2 Ha BTOPOl XpOMOCOME B CKpellUBaHUSIX Mexny Solanum lycoper-
sicum ¥ V30Te€HHOM JMHUEl, comepKallieii HeGOIbILIYI0 UHTPOrpeccuio u3 S. pennellii.

Bb. KonTtur u3 peruona-kanaungata fw2.2, orpaHudeHHbIil pekomouHauusimu npu X031 u
X033. Crpenkamu oTMeUeHBI YyeThipe opurnHaIbHbIX KanauaaTa KJIHK (cDNA70, cDNA27, cDNA38
u cDNA44), XUpHBIMU TOPU3OHTAILHBIMU JIMHUSIMU — dYeTbipe KOCMHUIbI (c0s62, cos84, cos69,
c0s50), nzonupoBaHHbie ¢ 3tuMu KJHK Kak mpoObl.

B. Cuxksenc kocmuabl cos50, BKIovaomnii pekomouHaumo X033.

Ot ke apTopbl (11) OOHAPYXWIM OTKPBITYIO PAMKY CUMTBIBAHUS
(ORFX) B opraHax LiBeTka (JlemecTKax, KapIieaax, JallleJJMCTUKAX U ThIYMHKAX)
nepen upeteHueM. ITockonbky ORFX TpaHckpubupyeTcst Ha YpOBHE, CIMIIKOM
HU3KOM i1 OOHAapy:XeHHUs C IOMOILIbIO CTaHAAPTHBIX MpoToKoJoB Nothern-
ruopUaM3aliy, aBTOPbl UCMHOJb30BaIM METO MOJUMEPa3HOM LEMHON peakiuu ¢
obparHoit TpaHckputniueil (RT-PCR) u ycTtaHoBWIM, YTO caMblif BEICOKUIA YPO-
BeHb akcnpeccun ORFX Habmomaercs B Kaprenax (riomgojvctukax). MaydeHue
OTHOCHUTEJIbHBIX ypoBHel akcrpeccud ORFX-TpaHCKpUNTOB B Kapreaax y pa3HbIX
M30TE€HHBIX JIMHUK BBISIBUJIO CYLIECTBEHHO 00Jjice BHICOKMI YPOBEHb SKCIPECCUM
ORFX-TpaHCKpUNTOB B Kaprenax y MEJKOIUIOMHBIX M30T€HHbBIX JMHMI IO CpaB-
HeHUIo ¢ KpynHorogHbiMU. MccenenoBanue ORFX-TpaHckpumimmy B Kaprejax
rnepea LBeTEHHEM IMOATBEPKAAET, UTO fw2.2 yCUIMBAET CBOe ASHCTBME Ha paH-
HUX CTaausIX pa3BUTHUSI pacTeHus. g TOro 4toObl MPOBEPUTH 3Ty TUMOTE3Y,
aBTOPbI CPaBHUJIM MAaCChl IIBETOYHBIX OPTAHOB Y MEJIKOIUIOAHBIX M KPYITHOILIOI -
HBIX U3oreHHbIX JuHui (11). Kapressl (KoTopble BIOCAEACTBUU Pa3BUBAIOTCS B
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IUTOABI), MMECTUKMU U YAIIeJMCTUKU Mepel LIBETCHUEM Y KPYITHOILJIOAHBIX U30TeH-
HBIX JTUHUI ObUTM BCEraa TsoKesee, YeM Yy MEJIKOIUIONHbBIX. PazMepsl KIeToK nepen
LIBETEHUEM OKa3aJMChb CXOMHbI Y OOOMX TUIIOB M3OT€HHBIX JMHMI, 3HAYUT, Kap-
TeJibl KPYIMHOTIUIOAHBIX TEHOTUIIOB COAEPXKAT 0O0JIbIlIe KIECTOK. AHAINU3 ajUIebHbIX
pasznmuuuii fw2.2u FW2.2 cpaBHenueM ¢pparmenTa 830 m.H., cogepxaiero ORFX,
y S. pennellii n S. lycopersicum nipuBesl K BbIBOLY, YTO B ciaydae fw2.2 (peHOTUII
BbI3BaH OJHUM WJIM HECKOJbKMMMU Upstream U3MEHEHUSIMU B IIPOMOTOPHOM pe-
ruoHe ORFX. Ilpu aToM penyKiivs AeJieHUsI KJIeTOK B KapIiegax MeJKOILIOAHBIX
M30T€HHBIX JIMHUI KoppeaupyeT ¢ oM poctoM yucia ORFX-TpaHcKpunToB,
noaTreepxkaas, yto ORFX MoxeT ObITh HEraTMBHBIM PErYJISITOPOM KJIETOYHOIO
nenenus (11). YoeaurenbHbIe 1OKA3aTeIbCTBA 3TOMY MOJYYUIN B Oosiee TTO3MHUX
paboTax, BBHIIOJHEHHBIX B TOi ke ysaboparopuu (14). Beuio ycTaHOBIEHO, UYTO
JSw2.2 neiicTByeT KaK HEraTUBHbIN PEryJITOp KJIETOYHOIO MEJICHUSI Ha CaMbIX paH-
HUX CTagusX pa3BUTHS IJIoga — Iocje ombuleHus. Takum obGpaszom, fw2.2 —
OVMH U3 PEryJISITOPHBIX JIOKYCOB KOJMYECTBEHHBIX NMPU3HAKOB (quantitate train
loci, QTL) yBennueHus pa3mepa Ij10aa, MogoOHbIX, HAIIPUMED, JIOKycaM achaete-
scute, scabrous, Delta y KynbTyp, UMEIOIIUX TUIOALI, feosinte-branched 1 (tbl) y
KYKypy3bl U Hox reHaM XMBOTHBIX, Y KOTOPbIX MOP(OJOTMYECKUE U3MEHEHMS
OTpaXarT CKOpee Bapualluy B PEeryislyyd IeHOB, YeM MOoAU(UKALNIO (PYHKIIUN
o6enkoB (uuT. o 14). Yto ke Kacaetcs nokyca FW2.2, To OH, MO BCell BEpOSIT-
HOCTH, BBINOJHSIET POJIb MO3UTUBHOIO PEryjsitopa (IMpsSMOro WIM KOCBEHHOIO)
nIeneHust Kietok. Mexnay Jokycom FW2.2 u MmemOpaHaMM LIATOIIa3Mbl OCYIIECTB-
JIIeTCS B3aMMOJENCTBUE MPU TMOCPENCTBe perynsitopHoii B-cyobenunuipl CKII-
kuHa3bl. CKII-KrHAa3bI XOpOILO U3yYeHbI Y APOCKEH U KMBOTHBIX, Y KOTOPBIX OHU
YUYaCTBYIOT B KJIETOYHOM LIMKJIE W CBSI3aHBI C IMyTSIMU CUTHAJIMHTA. TakuM o0Opa3oM,
FW2.2, xots1 u siBnsietcst crietiiUUHbIM pacTUTENIbHBIM OesikoM (11) u perynupyer
JeJeHre KJIeTOK B CIEeLMAIM3UPOBAaHHOM oOpraHe (IUione), OH, IO-BUINMOMY,
YUYaCTBYET B KJIETOYHOM KOHTPOJIE CUTHAJIbHOM TpaHCAyKUWM (14).

Jlokyc FW2.2 oTHOCUTCSI K MYJIBTUTEHHOMY CEMEMUCTBY (BKJIIOYAET y TO-
maTta 17 romMonoroB), KOTopoe OObIYHO oOo3HauaroT kKak FW2.2-like unu FWL
renbl. benku FW2.2 u FWL copepxar HeoxapakTtepu3oBaHHbI Placenta-specific 8
(PLACS) motuB, KOTOpBIi BHEpBble ObLT MACHTU(MULIMPOBAH y OEJIKOB, BbIIC-
JIEHHBIX U3 IUIaleHThl MaekonuTaomux (15). PLAC8 MOTUB comepXUT ABa KOH-
CEepBAaTUBHBIX TOMEHA, 00OTallleHHbIX IUCTEMHOM, OTAEJSIOINX BapraOeabHbIN
pervoH, KOTOPBIi MpealIecTByeT TpaHCMEMOpPaHHBIM CErMEHTaM. Y ToMaTa Opu-
ruHajbHble 6enku FW2.2 obnagalor AByMs1 TpaHCMEeMOpaHHBIMU JOMEHAMU, KO-
Topble (PUKCUPYIOT OesloK Ha rnasManemme (14). M3 6oaee paHHUX COODIEHUIA
BBITEKAET, YTO OOOTrallleHHbIE LIMCTEMHOM JOMEHBI MOI'YT BOBJEKATbCS B TpaHC-
MeMOpaHHBIM MEPEeHOC TSIKEbIX METAJIOB, HAIlpMMep KaaMMs U IIMHKa. Briep-
Bbl€ 3TO YCTAHOBWIM y OEJIKOB YCTOMYMBHLIX K KaaMUIO pacTeHuil Arabidopsis.
Taxoit TuI 6eJKOB MOXET MYJIbTUMEPU30BaThbCsS B rOMOINeHTaMep il (hOopMU-
pOBaHUS TPpaHCMEMOPAHHO MOpPHI, B CBSI3U C YeM MPUOOPETacTCsl BO3MOXHOCTh
TpaHCITOPTa KaTUOHOB MeTasuioB (16).

FW3.2 — Bropoii kpynHbeiit QTL, onpenensioiuii pa3Mep/Maccy Iioja,
KOTOpBII ObLI KapTUpOBaH y TomaTa U KioHupoBaH (17). I'eHbl, cocTaBsioniye
3TOT JOKYC, KonupytoTr 3H3uM P450 u3 noacemeiictea CYP78AS, paHee uneHTH-
¢uuuposanHoro kak KLUH (18). B¢ dext SIKLUH cocToUT B yBeIMYEHUN O0b-
eMa Iuiofa yepe3 yBeJMYEeHMEe YHucia KJIETOK B TKaHSIX NMepUKaprus U Iepero-
ponku. IMopaBnenune dyukuuu SIKLUH ¢ nomolubio crpaterun PHK-unTepde-
PEeHLMU MPUBOAMWJIO K CHIKEHUIO pa3Mepa Iioaa u ceMmsH (17).

FW11.3 — emie onuH BaxHblii QTL, oTBevaronuii 3a Maccy 1jioaa y To-
mata (19). Uerkoe KapTupoBaHUE BBISIBUIO mepekpbiBaHue FWII1.3 ¢ 1oKycom
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fasciated (fas), KOTOpbIi1 ompenesser opMy IJI0Ja U paciojioxeH Ha 11-if xpomo-
come, HO Tipu 3ToM FWI11.3 u fas ne asnsitoresa amnensimu (20). Anienb KpynmHO-
mnogHoctu FW11.3 (B otnuuue ot FW2.2 u fas) yacTM4HO N1OMUHAHTHBIN (19).

CJ10XHO€ CeMENCTBO JJOKYCOB, KOHTPOJIUPYIOLIUX pa3Mep/Maccy 1ioaa y
TOMaTa, 4acTo MepeKphIBaeTCs C JOKycaMu, OTBETCTBEHHBIMM 3a (opMy ILIo1a,
YTO, MO MHEHUIO HEKOTOPBIX aBTOPOB, CTaJO PE3YJbTaTOM IOMECTHMKALIMKA M
TECHO CBSI3aHO C PEryISITOPHBIMU (PYHKLIMSAMU 3TUX JOKycoB (21). [ToaTomMy MbI
Takxke paccMoTpuM QTLs, KoHTponupytoiye ¢opmy miona y S. lycopersicum. B
OTJIMYME OT TMPEAKOBOM KPYIJoil (popMbl, COBpeMEHHbIE TOMAThl IPeICTaBIEHbI
KPYIJIBIMM, ITUIOCKMMU, OJIMIICOUAHBIMU, TPYLIEBUAHBIMUA, CEPALEBUIHBIMU,
OBAJIbHBIMU U BHITSIHYTBIMU (popMamu. Ho Bce MHOroodopasue stux opm KOH-
TPOJUPYIOT TOJBKO 4YeTblpe MyTaHTHbIX reHa — OVATE, SUN, FASCIATED
(FAS), LOCULE NUMDER (LC) (22).

OVATE — 370 nepBblii KOHTPOJIUPYIOLIMIA (hOpMy I10/1a TeH, KOTOPbIi
ObUT MASHTU(ULUMPOBAH C TIOMOILbIO TO3UILMOHHOrO KiaoHupoBaHus (23). OH
SBJgeTCsl TUIaTopMoil ISl ceMeiicTBa OelKoB ovate, (YHKLMU KOTOPBIX 10
KOHILIa He BBISICHeHHI (23, 24). [eiicTBUe MyTalluu ovate BhIpaXaeTcsl B MOSIBIIe-
HUU TIJIOAOB YIJUHEHHOM, IPYLIEBUIHON U JITUIICOUIHON (POPMBI B 3aBUCHMO-
CTU OT TeHOTUMUYECKOro (poHa pacTeHUs, Hecyllero Mmytauuio ovate (25). Yka-
3aHHOE pa3HooOpasue noarBepxaaet, YTo OVATE He saBaseTcs eIMHCTBEHHbBIM
Te€HOM, OTBETCTBEHHBIM 3a HaOJIomaeMblil (beHOTHUI, a B3aMMOIEUCTBYET C ApPY-
rMMU reHamMu 1o Ttuiy anuctasa (23). Ilpeanonaraercs, uro mytamuss OVATE
CBSI3aHA C yTpayeHHOM (YHKLMEH HEraTMBHOIO peryjsTopa pocTa pacTeHMH,
pOJb KOTOPOTIO €llie MPEeACTOUT BbIsSICHUTh. Hanpumep, y Arabidopsis 6enku ce-
meiictBa OVATE neiicTBYIOT Kak TpacKpUILMOHAJIbHBIE PEIPECCOphbl SKCIpec-
cun AtGA20ox1 — kimoueBoro akropa OMOCHHTE3a rMOOEpeIOBOM KUCIIOTHI,
YTO YMEHbILIAET PACTSIKEHME KJIETKU M, CJIeA0BATEJIbHO, MOXET OTpaxkaTbCs Ha
pa3mMepe muiona (24, 26, 27).

C reHom SUN cBs3aHa yaiuHeHHas dopMa 1ona. PeTpoTpaHCIio3oH,
MOMEILIAIOIINI 3TOT TeH MOJ KOHTPOJb MpoMoTopa reHa aedeHzuHa DEFLI,
o0ecreyrBaeT TyIUIMKalWo 3TOro TeHa, YTO MPUBOIUT K €ro BBICOKOM 3KCIpec-
cuu B ioae (28, 29). Ceepxakcnpeccus: reHa SUN yBeJIMUMBAeT YUCIO KIETOK
B HaIpaBJeHUU YUIMHEHUs IUTONa, YTO B UTOre (hopMupyeT (eHOTHUIT C BHITSHY-
ThiM 110a0M (30).

Yucno nokyn y mnoaa (red LOCULE NUMDER, LC) onpenensieTcss Ynuc-
JIOM KapreJl BHYTpHY LIBeTKa. Y AUMKMX BUAOB TOMAaTa BCTpevyaloTCs ILIOAbI C 2-4
JIOKYJIaMM, B TO BpeMsl KaK COBPEMEHHbIE COpTa U TMOPUALI MOTYT UMETh OoJjiee
15 nokyn B mone. B pesyiabTaTe M3MeHsieTcsl He TOJbKO opMa, HO U pas-
Mep/Macca roaa, nHorga 6osee yeM Ha 50 % (9).

QTL FASCIATED (FAS) 6bl1 uAeHTU(PUIUPOBAH KaK JIOKYC, PEryaupy-
IOIIUIA pa3Mep IIJI0a 3a CUET YBEeJMUYEHUs yurcia JIokya (¢ 2 go 7 u 6oJjee), B TO
BpeMsl Kak myrtauus Ic umeeT Oonee cnaOwiii apdexr (31, 32). FAS xoaupyer
YABBY-niogoOHbIii TpaHCKpunUuoHHBINA ¢akrop (33), a LC pacnoyioxkeH B
HEKOIMPYIOLIEM PEervoHe MexXay ABYMSl MOTEHLUAJbHbIMU TeHaMHU-KaHIMWIa-
Tamu — WUSCHEL, KOTOpbIil ABSIETCSI YJIEHOM CeMEMCTBAa TeHOB TPAHCKPUII-
uuoHHoro ¢akropa WUS (WOX), cneunduyHoro ajisi paCTeHUI, U T'eHOM, KO-
nupylomuM 6esok, Hecymmii WD40-notop (34). dynkuuu 6oabiimHcTBa WOX
TeHOB U3BECTHHI 0YeHb AaBHO (35). bonee cneuuduunbie reHsl WUS BoBaeUYeHbI
B COXpaHEHHWE TOJIIMHBI CTeOJII M pa3Mepa MEPUCTEMBI, U, CJIEI0BaTEIbHO,
WUSCHEL moxeT BIUSTh Ha 4yucio Jokyl. FAS u LC cnocoOHBbI B3aUMOIEH-
CTBOBATh 3MMCTATUYECKU W AaBaTh IUIOOLI C OYCHB OOJIBIIMM YUCIOM JIOKYT (36).
Ob6a 3THX JIOKyca KOHTPOJMPYIOT pasMmep ¢JiopaibHOl MepHUCTEeMbl, CJeloBa-
TeJbHO, BO3MOXHO Pa3BUTHE OOJBIIOTO Yuciaa Kaprea (JIOKyJ), IpUBOASILEe K
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MOSIBJICHUIO TIIOAOB OrpoMHOro pasmepa (33, 34).

DyHKIMOHATBHBINA aHaau3 ¢ ucrnojb3oBanneM TOMATO AGAMOUS-
LIKEI (TAGLI) — oproaora aymmuuupoBaHHoro SHATTERPROOF (SHP)
MADS box rena Arabidopsis thaliana noka3an BOBJeU€HUE 3TOr0 TPAHCKPUIILIU-
OHHOTO (haKTOpa B peryJisilmio pa3Butus miona (37). PacteHus Tomara, y KOTOPBIX
skcrpeccuss TAGL I nopapisuiach, IPOAYLMPOBAIM MEJIKHUE IUIOAbI C TOHKUM IIe-
pUKapIIMEM, COCTOSIIMM 13 HECKOJIBKUX CIOEB KJICTOK, IIPU 9TOM TaKXKe M3MEHsI-
Jlach MUTMEHTALIMS TUIONOB MPU CO3PEeBaHMU, YTO YKa3biBauo Ha yuyactue TAGL I B
PETYJISIIAN STUX IIPOLIECCOB.

OpraHoreHes: pa3BUTHUe IJoaa Tomarta. [1aomsl 0OBIMHO pa3BU-
BaIOTCS U3 MPEIIIEeCTBYIOIINX OPTaHOB, HAIIPUMEP M3 Kapmea (ILUIOHOJIUCTHUKOB)
BHYTpHM 1IBETKa. Y ToMaTa Kapimesbl (opMupytorcst 3a 17-20 LHUKIOB KJIETOYHOIO
JIeJIeHYsI, KOTOpOe IPOMCXOIUT Iiepel LIBeTeHUeM BHYTpU ciiosg L3 duiopaibHOl
MepUCTEMBI, KOTOpasi He BOBJIEKaeTcs B paciuvpeHue KieTku (38, 39). Oue-
BUIIHO, YTO YMCJO KJIETOK, C()OPMUPOBABIIMXCS JO LIBETCHUS, KPUTHYHO IS
OKOHYATEJIFHOTO pa3Mepa IUIOAa, W TaKasl IOJIOXUTeIbHAask KOPPEeIsLus Ha0Io-
nmaetcs JacTto (9). OT Havaja IBETEHUSI IO IBOMHOIO OILIOAOTBOPEHUS, IIPOUC-
xonsero B cemsinoukax (8, 40), mpouecc MopdoreHesa U pocTra Kapmea U ce-
MSIITOYEK TpeOyeT CMHTe3a U AECUCTBMS ayKCMHOB, IIUTOKMHUHOB U IMOOepesUIn-
HOB, OCYILIECTBIIIEMBIX KOMIUIEKCHO (B IIPOCTpAaHCTBE M BpeMeHH). [1si Toro
YTOOKI 3aIIUTUTD SMIIEKIETKY M Ha OIpeIeeHHOe BpeMsl COXPaHUTh €€ B COCTO-
SIHMM TIOKOSI, aOCLIM30Basi KMCJIOTa W 3TUJICH BHYTPU 3aBSI3W CAEPXKUBAIOT POCT
SIALIEKJIETKA B TEYEHHE KOPOTKOIO IepHOAa IO LIBETEHUS — IO TeX IIOp, IoKa
oHa He co3peeT (41). ToabKo MOCje YCIENIHOIO OMbUICHUS U OILIOAOTBOPEHUS
CeMSIITOYEK IIPOIIECC 3aBepIliaeTCsl C IIOMOILIBIO TPUITEPOB 3aBA3bIBAHMS TUIONA —
CUHTE3UPYEMbIX 3aBSI3bl0 ayKCUHOB U rMO0epeinHOB (42).

YBenuueHue pasMepa IUIOAA y TOMara — IepBas M camasl JJIMTeJIbHast
(daza ero pa3BuTHs, OHA 3aHUMAaeT 5-8 Helml B 3aBUCHMOCTU OT reHoruma. Poct
00YCIIOBJIEH IIEPBHIM IIEPUOIOM MHTEHCHMBHOM MUTOTUYECKOM aKTUBHOCTH — B
COOTBETCTBUHM C IPOCTPAHCTBEHHOI M BPEeMEHHOM OpraHu3alueil mpolecca Kie-
TOYHOTO JAejeHUs. AKTUBHOE [eJIeHHE KJIETOK BHYTPU IICPUKApIIMS OOBIYHO
OrpaHMYEHO HavyaJIbHBIM IIEPUOAOM 1-2 Hel Mocjie 3aBs3bIBaHUS ILIONA. 3aMeyda-
TEJIbHO TO, YTO JIgICHUE KJIETOK HAYMHAETCS BHYTPH OMCKPETHBIX KJIETOYHBIX
CJIOEB 110 OIpeNeICHHOMY CLIEHApUIO: 1Ba CYORIMUACPMAIbHBIX CJIOS IIePUKAPIIHSI
MOABEPraloTCs HECKOJIbKMM LIMKJIaM MepHKIMHAIbHBIX NeJICHUM, IPUBOIS, Ta-
KM 00pa3oM, K IOBBHIIICHUIO YKC/Ia IIEPUKIMHAIBHBIX KJIETOYHBIX CJIOEB, B TO
BpeMsl KaK JIBa SIUAEPMAaIbHBIX KJICTOYHBIX CJI0SI B OTBET IOIBEPIrarOTCs aHTH-
KJIMHAJIbHBIM JIEJI€HUSIM, YTO MIPUBOIUT K YBEIMUEHUIO o0beMa 1toga (43). Otu
pa3IMYHbIC TUIIBI ACJICHUS KJIETOK PEeryJupyrTcs auddepeHIUpoBaHHO, I10-
TOMY YTO [IeJIeHHE KJIETOK CIIOCOOCTBYeT (POPMUPOBAHUIO KJIETOUYHBIX CJIOEB,
BO3HUKAIOIIMX TOJBKO B TeUeHUE 5-8 CYT MOC/e LIBETCHHUsI, B TO BpeMsI KaK Me-
Hee OPUEHTUPOBAHHOE KJIETOYHOE MIeJIeHKe ITporucxoauT B TeueHue 10-18 cyrt mo-
cne usereHus (43). JleneHueM KJIETOK B pacTyLIMX IUIOAAX OXBAY€HO MPUMEPHO
80-97 % 3aHOBO (HOPMUPYIOIIMXCS KJIETOK, BO3HMKAIOIIMX ITOC]E IIBETEHHUS W
YCIICIIHOTO OIbLICHUSI.

Bropast ¢asza pocra cBsizaHa C pacllMpeHHEM KIETOK, ITPOMCXOMSIINM
CaMOCTOSITEJIbHO, HO COIIYTCTBYIOLIMM JAeJieHHI0 KieTokK (8). dakTuyecku pac-
IIMPEHKEe KJIETOK HAYMHACTCS Yyepe3 HECKOJIbKO CYTOK II0C/Ie 3aBsI3bIBAHUS ILIO-
0B (43) u coxpaHsieTcsl Bech nepuoj, pocta mioga. B koHue da3bl paciuupeHus
KJIETOK MHIVBUIYAIbHbIC KJICTKHA B MSICUCTOM YacTH IUI0AA (TKAHU ME30KapIIKST)
yBeJInuuBaoTcsa B oobeMe 6osee uem B 30000 pa3, yTo MPUBOOUT K YBEIUUYESHUIO
IuamMmeTpa KiaeTku 0ojee yem Ha 0,5 MM (43). YBenuueHre o0beMOB KJIETOK IIPO-
HUCXOIUT B OCHOBHOM 3a CUET CYLIECTBEHHOIO YBEIMYCHUST 00beMa BaKyOJSIPHOIO
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KOMMNapTMEHTa U BaKyOJISIPHOTO MHAEKCA KJIETKU. DTa OxXuIaeMasl rurneprpodust
KJIETOK 00yc/oBJeHa pocToM KonmdecTsa ssnepHoil JIHK 6aromapst sHaomnoaumn-
JIOUAU3ALMY. DHIOMOJUIIONAMS MpeaCcTaB/sieT cO00il MOsBIeHNE pa3HbIX YPOB-
Hell TUIOMIHOCTU BHYTPM OpraHu3ma. ¥ pacTeHUil oHa IPOMCXOAUT B pe3yJibTaTe
SHIOPEAYIUIMKALIMM, KOTOopash HaOIomaeTcsl, o pa3HbIM oleHKaM, Y 90 % mo-
KPBITOCEMEHHBIX pacTeHuil (44, 45). DHOopeayIInKauusl IPUBOAUT K BO3HUK-
HOBEHMIO XPOMOCOM C 2# XpOMaTUIAMM WM MIPOUCXOIUT 0e3 KaKMX-TU00o u3me-
HEHUI1 B yucie XpoMocoM. Jlajgee BO3HUKAIOT TMIIEepTpodUpoBaHHbIE siapa — M3
cykueccuBHbIX HMKIOB JIHK -pennukaiuu 6e3 pa3neaeHus Ha CECTPUHCKHE XPO-
MAaTHUABI, YTO IPUBOOUT B UTOre K OOpa30BaHUIO ITOJUTEHHBIX XPOMOCOM (46).
du3noIornuecKas 3HaYMMOCTh SHAOPEIYILIMKALMKA BCE €Il OCTACTCS IIpeaMe-
TOM auckyccuii. OQHaKo 4acTo OTMEYaloT, YTO pa3Mep KJIeTKM U IJIOMIAHOCTh
BBICOKO M TTO3UTUBHO KOPPEIUPYIOT MEXIY COOOl Yy MHOTMX BUAOB PACTCHUI, B
pa3HbIX OpraHax M y pa3HbIX TUIIOB KJIeTOK (47). Ha kaxnoM sTamne opraHoreHesa
NEMCTBYIOT OIpeAesieHHbIE TPYIMbl PEeTYISTOPHBIX MOJUICHHBIX JIOKYCOB, TakK
WM MHaye CBSI3aHHBIX C U3MEHEeHMeM pa3Mmepa Iuioga tomata (13). B pazButue
SIMLEKIIETKN BoBIeueHbl JOKychl TAGLI, FAS, LC, SIWUS, SIIMA. B niepuon
LIBETEHUSI B ayKCMHOBOM CUTHaJIMHIe 3aieiicTBoBaHbl reHbl SIPIN4, SITIRI,
SIARF7, SIARFS, SIIAA9, B ruboepennunoBoM — SIGA20ox1 v SIDELLAI. Ha
3Tare pocTa IUIoAa B AeJeHUM KIIeTOK ydacTByioT SICDKAI, SICDCBI, SICDKB2
(KOHTpOJb KeTouHoro uukmna), FW2.2, SIKLUH/FW3.2, FW11.3, OVATE, SUN,
SIIMA (XxoHTponb neneHust KineTok) u SIPIN4 (aykcuHOBbII curHaiauHr). B me-
puon yBeauueHUsT oObema Itoga (pacluupeHue KiaeTok) akTuBHBI SICCSS524,
SIWEEI, SIKRPI (XoHTpojib KieTouHoro uukna), HXKI, SuSY, LINS, TIVI,
mMDH, cpFBP (nepBuuHblii MeTaboau3m), SIIAA17 (ayKCUHOBBIN CUTHAJIMHT),
SPA (perynsitust iepsuuHoro Meradonusma), NOTABILIS/NCEDI, FLACCA (6uo-
cuHTe3 abcLu30Boit Kucinothl) u Gal-LDH, GMFE (buocuHTte3 ackopbartoB) (13).

lopmoHanbHag perynasiuusgs ¢GoOpMUPOBaHUSI U pPa3BUTUS
naoxaa. Ilocae ycrelHoro onbuleHMs LBETKA U OILUIOAOTBOPEHMS SIALIEKIIETKU,
3aBSI3bIBAHUS TIJIOJOB M CEMSIH HACTYIaeT cTamusl o0pa3oBaHME 3aBSI3U C IOCTe-
IYIOIIMM Pa3BUTHUEM IUIONOB M CEMSIH, MPOMCXOASIIUM CUHXPOHHO B COOTBET-
CTBUU C TOYHBIM, TEHETUYECKU KOHTPOJIUPYEMBIM IIPOLIECCOM IPU MTOCPETHUYE-
cTtBe (puToropmMoHoB (8). AyKCMH U rubd0epelyioBass KUCI0Ta — IO-BUAUMOMY,
MPEeIIIECTBYIOT (DUTOTOPMOHAM, HEOOXOAMMBIM 151 3aBSI3bIBAHUS IJIONOB B OT-
BET Ha OMbLIEHMUE, TaK KaK 9K30I€HHOE MPHMMEHEHUE 3TUX (PUTOrOPMOHOB IMpHU-
BOJIUT K OOpa30BaHMIO 3aBSI3U M pa3BUTHUIO MapTeHokapnuu (48). Poib LMTOKU-
HUHa, 3TWJIEHA 1 abCLIM30BOI KUCIOTHI ObLIa MPOJEMOHCTPUPOBAHA I0O3Xe, HO
HE TaK XOpOIIO 3aJ0KyMeHTHpoBaHa (49). PanHue mpoiiecchl pa3BUTHUS IUIOAA,
yIpapJsieMble pacnpene/JeHHbBIMU B TKaHSIX W KJIeTKax ayKCUHAMM, MHUILIMUPYIOT
MNyTU curHajabHo# TpaHcaykuuu. [TokazaHo, yro PIN-cdopMmupyemsblii ayKCUHOM
BBIOPOC TPAHCIIOPTHBIX OEJIKOB HEOOXOMMM IS 3aBSI3bIBAHUSI U PAaHHETO pa3BU-
tuga miaopa y tomara (50). Momnuanue reHa S/PIN4, KoTopblil cHayana 3Kcrpec-
CHpYETCSl B LIBETOUYHBIX MOYKAX U MOJIOABIX pa3BUBAIOLIMXCS IUIOAAX, MPUBOIUT
K MapTeHOKapIUU IJI0J0B MaJeHbKOIO pa3Mepa, UYTO yKa3blBaeT Ha MpexKaeBpe-
MEHHOE pa3BUTHE 3TUX IUIoAoB (51). B cuUrHajnbHBI IMyTh ayKCHHA BOBJIEYEH
ayKCUHOBBIN pelentop — OeloK-MHruourop tpaHncnoptHoro oreeta (TIR1). B
npucytcTBuM aykcruHa TIR1 BoBiekaeT B mpoliecc pernpeccopbl TPaHCKPUIILIAU
ayKCUH-UHIOMUI-3-MacasiHoil KUcnoThl (Aux/IAA) U MHOyUMpYeT UX JAerpama-
L1I0 ¢ TToMOoIIBI0 26S mporeacombl. Jlerpamanus perpeccopa 6eakoB Aux/IAA
NPUBOAUT K TosiBieHUI0 Aux/IAA-cBsI3aHHBIX (DaKTOPOB ayKCHMHOBOIO OTBETa
(ARF). OmubouHas sKcrpeccus reHa ayKCMHOBOro peuenrtopa 7/RI y Tomara,
KaK Y OlIMOOYHAsI IKCIIpeccHsl celnpUIecKuX 4IEHOB 3TOr0 FeHHOro ceMeii-
crBa (Aux/IAA n ARF) HapyliaeT npolecchl 1IBeTeHUSI—O0pa3oBaHusl 3aBsSI3U, B
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pe3yJibTaTe He MPOUCXOAUT HOPMAJIbHOTO OIBUICHUS 1 OIUIOAOTBOPEHMS, UTO I10-
BBILIAET YMCJIO MapTeHOKApNUYeCKUX IJIOAOB Ha pacTeHuu Tomata (48, 52, 53).
Y ToMara 3aBsI3bIBaHUE ILIOOOB YaCTMYHO OOYCIIOBJIEHO T'MOOEpE/TIOBBIMU KUC-
JIOTaMU B KOMIUIEKCE FOPMOHAJIBHOIO 0OMeHa mHQopMalueil ¢ aykcuHoM (54).
AYKCHUH, CUHTE3MpYEMBIi B SILEKICTKE U allMKaIbHBIX ITo0erax, IpeaoTBpaliact
IOSIBJICHUE HEOIUIOAOTBOPEHHBIX SIMIIEKIETOK 3a CYeT CHIDKEHUST TPAHCKPUITLINKI
T€HOB, KOOUPYIOLIMX OMOCUHTE3 SH3MMOB I'MOOEPE/UIOBEIX KUCIOT, B YACTHOCTH
GA-20-okcupas (55). Takum 00pa3om, (PUTOTOPMOHBI BBIMIOJIHSIIOT POJIb IMOCPEI-
HMKOB B CUTHAJIbHBIX ITYTSIX TPAHCIIOPTHHIX OEJIKOB M OeJKOB — (hbaKTOpPOB TpaH-
CKPUIILIMY B IIPOILECCE 3aBSI3bIBAHMSA U Pa3BMTUS IUIONA Y TOMaTa, OHM BOBJIE-
YeHBI B PEryJIsSIldI0 pa3Mepa IUIofa ¢ yJacTHeM psida FeHOB, OpraHU30BaHHEIX B
CJIOXHBIC CUCTEMBI.

MeTaboluyeCcKUil KOHTPOJb pa3BUTHS IIJIoAa. PaHHue craguu
pa3BUTHUS IUIOAA KPUTUYHBI IJIs1 (POPMUPOBAHUST XO3SIMCTBEHHO LICHHBIX XapaK-
TEPUCTHUK, HAIIPUMEP OPraHOJICIITUIECKOIO COCTaBa, KOTOPBIM B KOHEYHOM CYETE
oIIpeleIsieT Ka4eCTBO II0a0B. Boma, oprannyeckuie KUCIOTH (B IIEPBYIO OYepeab
LMTpaT U MajaT) U MMHEpPajbl HAKAIUIMBAIOTCSI BHYTPM BaKyoJIei pacIIvpsiio-
IIMXCcs KIeToK (38), B To BpeMsI KakK KpaxmaJjl ObICTPO KOHBEPTUPYETCS B IIPOCThIE
caxapa (56). Markocth IUI0a, €ro OKpacka M BKYC (DOPMUPYIOTCSI B MPOLIECCE
co3peBanus (57, 58). PasBuTue 1 Macca mioma TECHO CBSI3aHBI C COIEPXKaHHEM
BXOISIIMX B €r0 COCTaB MEPBUYHBLIX M BTOPUYHBIX MeTaboauToB (59, 60). Cre-
JIOBaTeJIbHO, MomuU(UKAIMSI SKCIPECCUU T€HOB, CBS3aHHBIX C METabOJIM3MOM,
MOXKET BJIMSITh Ha OpTaHOJISIITUYECKHUE CBOMCTBA U Maccy Iuioaa ToMaTa. B To xe
BpeMsl pa3BUTHE IUIOAA KAaK COYHOIO OpraHa B OOJIbIICH CTEIICHM 3aBHCHUT OT
HaKOIUICHUsI (OTOACCUMIIATOB. M3MEHEHUE aCCUMWISLIMOHHOIO HAaKOILUICHUS
CYLIECTBEHHO BIMSET Ha pa3BUTHE M pa3Mep IUIofa Yepe3 MOAYJIAIUIO Yyucia 1
pa3mepa KieTok (61, 62). Korna pacteHue ToMara BbIICP:KMBAOT B TEMHOTE, POCT
IUIOJA CYLIECTBEHHO 3aMEIJISIETCSI B Pe3y/lbTaTe CHJIbHOIO IIONABJICHUS TeHOB
KJIETOYHOTO LIMKJIa BHYTpU TKaHel 1ioga (63). Haobopor, moBwleHne ¢oToac-
CUMWISILIMOHHOM CIIOCOOHOCTH IIOAA IIPY CHIDKEHWM 4uCia IUIOAOB Ha KYCT
MIPUBOAWIO K YBEJIMYCHUIO CKOPOCTU 00pa30BaHMUsI LIBETKOB U pocTa mionoB. O6
5TOM CBUIETEJIBCTBYET OOJIbIIEee YMCIO KISTOK BHYTPM KapIiesl BCIASICTBUE IIO-
BBILIIEHUS MUTOTHYECKOM aKTUBHOCTH (64). TakMm 06pa3oM, MOTUMUKAIIASI Me-
TaboJIM3Ma YIJIeBOAOB 1 (DOTOACCUMIWISITOB, YACTUYHO YIIpaBIsieMasl KIIIOUeBbIMU
SH3MMaMU, BOBJICUEHHBIMU B IIEPBUYHBII METa0O0IM3M YIJICBOIOB U IIpolecc ¢o-
TOCHHTE3a, MOXET BJIMSITh Ha POCT ILIONA.

QTL Lin5 6b11 upeHTUGUUMpOBaH Kak ocHoBHOI QTL, koHTpoaupyio-
LM Maccy IUIofa M colepkaHue caxapa (65). Bbuto ycTaHOBIEHO, YTO CBSI3aH-
HbI€ C HUM TeHBI KOIMPYIOT MHBEPTA3y KIETOYHOM creHKH (66). Korma Lins oT-
KJIIOYAJIM C TIOMOILIBIO CailIcHCUHTIa, YpOoXKail IUIOI0B, pa3Mep IUIOAa U CEMEHU U
YUCJIO CEMSH CYIIECTBEHHO CHIDKaNKUCh (67). B TpaHCIeHHBIX pacTeHUSIX M3ME-
HEHUs 3aTparvuBajii MeTaboJIM3M CaxapoB, IIO3TOMY COAEpXKaHUE caxapo3bl BO3-
pacrajio, a colepKaHue IIIOKO3bl U (PPYKTO3bI Ha CTAIUM IIOJHOM CIIEJIOCTHA CHM-
kxajoch. CalUIeHCUHT reHa BaKyoJsipHoii mHBeptasbl (7/RI) y TomaTa maBal B
LIEJIOM CXOIHBIE pe3yibraThl. OOpa3oBaHUe MEJIKUX ILIOMOB ObLIO O0YCIOBICHO
BBICOKOI CKOPOCTBIO HAKOIUIEHMSI Caxapo3bl Y CHIDKEHHEM KOJIMYECTBA T'eKCO3bI
Ha 3aBepliaolieil ctaquu pa3BuTus miona (68). MHTepecHO, YTO M3MEHEHUSI B
KOHIIEHTpallM¥ OCMOTHYECKM aKTMBHBIX PACTBOPMMEBIX CaXapOB BO3HMKAJIU B Te-
yeHre ¢as3bl pacIIMpeHMs] KIETKM W BIMSUIM Ha pasMep Iutoga. DTO ITOOTBEp-
KIAaeT WIS O TOM, YTO KOHIIEHTPAIUs paCTBOPUMBIX CaxapoB CBsI3aHA C YBEJIM-
YeHHeM 00beMa BOIbI, KOTOPBII BHICTYIIAET BAXKHOM AeTEPMUHAHTOM YBEIUIYCHUS
pa3Mepa IuIoaa.

IIpu noucke reHoMHBIX pernoHOoB QTL, CBSI3aHHBIX ¢ MpPU3HAKAMU YpPO-
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xaitHoctn, L. Bermudez ¢ coabr. (69) uneHTH(UIMPOBAIA 9 T'eHOB-KaHAMIATOB,
pacnojioXXeHHbIX Ha 4-i XxpoMocoMe. B yacTHOCTM, ObLI BBISIBJIEH T'€H, KOAUPY-
IOIIUIA MPOTEVH, NMOMOOHBIN 11anepoHy Dnal, 1 caelaHO MpeArnonaokeHue O ero
CBSI3U C IEePBMYHBIM METAa0OIM3MOM y TOMAara IIpY Pa3BUTUM utona. MyHKIMO-
HaJIbHBIM aHAJIU3 3TOro reHa, BIOCJIeACTBMM HazBaHHOTo SPA (sugar partitioning-
affecting — BIUSIOIIMIA HA pa3aejeHUe caxapoB) in planta MeTOIOM caiiJleHCMHra
1okasaj, 4To Macca 3pesioro Iojaa, YMClIo IUIONO0B Ha pacTeHUU, U YOOPOUHBIH
WHAEKC CYLIECTBEHHO BBILIE Y TPAHCTEHHBIX PACTeHUi, YeM Yy pPacTeHU AMKOIO
tuna (70). [TogpoOHBI aHANMN3 META0OIMYECKON U (pepMEHTATUBHOI aKTUBHOCTU
rokasaj, 4yTo Ipu caiijieHCUHIe B (POTOCUHTETUUYECKMX OpraHax pacTeHUIA HaKarl-
JIMBAJIUCh TIPOMEXYTOUHBbIE MeTaboIuThl ((hoctaThl caxapoB), TOrga Kak aKTUB-
HOCTh (DochOrTIOKOMYTa3bl, CaxapoKMHa3 M MHBepTa3 CHmXkanach. SPA Genok
TOMAaTOB B3aMMOJAEUCTBYET ¢ TMJIAKOMAHBIMM MeMOpaHaMy XJIOPOILIACTOB, MI-
paeT BaXHYIO poJib B MeTaboJIM3Me, BIMSET Ha MepepacnpencaeHue yrieBoaoB U
B UTOTe U3MeHsIeT YoopouHkblil nHaekc (70).

B coBpemenHbIx uccienoanusax QTLs, onpenenstoiux pasmep u hopmy
IUIofa y TOMara, IejaeTcs aKLUeHT Ha KOMILUIEKCHBIN XapakTep AeHCTBUS asUleseil.
Tak, Y.-H. Chu c coasr. (71) BrioiHe ornpeaesieHHO YTBEPXKIAIOT, YTO YMCIIO JIOKYII
U pa3Mep IJ1oJa y ToMaTa KOHTPOJMPYIOTCS IPUPOIHBIMU ajuiesiMu Ie u fas. LC
koaupyeT TomaTHbli oprogor WUSCHEL (WUS), B To Bpems Kak FAS komupyer
toMmatHbiii opTojior CLAVATA3 (CLV3). Beaymasa ponb csizku WUS-CLV3 B
OpraHM3allMy MEpUCTEMbI Obla MPOAEMOHCTPUPOBAHA Y HECKOJBbKMX BUIOB pac-
TeHUI. ABTOPbI 3TOH pabOTHl MOKA3aId, YTO MyTallMs OOOUX JIOKYCOB Y TOMaTa
MPUBOIUT K MOBBILIEHUIO YPOBHSI 3Kcnipeccun S/WUS B LIBETOUHBIX MOYKAX Yepes
2-3 cyr noclie HMLMALMKU. EAMHUYHEBIE U JBOMHBIE MyTaHTHBIE aJuleNid Ic U fas
COXPaHSIIOT BBICOKMIA YpoBeHb aKkcnpeccuu SIWUS npu pa3BUTUU KapIriea B LiBe-
TouHoit mouke (71). JIpyrue aBTOpPBHI, KOMOUHUPYS TEXHUKY KapTHUPOBAHUS
CHKBEHCOB M MeTon penakthpoBaHusi reHoMoB CRISPR-Cas9, BbIsABUIM JIOKYC
dakTopa TpaHckpunuuu AP2/ERF, perynupyooniumii akTMUBHOCTb 1IBETOYHOI Me-
puctembl, Kotophlii onu HazBanu EXCESSIVE NUMBER OF FLORAL ORGANS
(ENO) (72). Mytauust reHa ENO npuBOAUT K MOBBIIISHUIO KOJIUYSCTBA MYIbTHU-
JIOKYJISIPHBIX TUIOAOB Ha PAaCTEHUM B pe3yjibTaTe pa3pacTaHus LIBETOUHON Mepu-
creMbl. ['eHeTMYecKMil aHalIu3 BBISIBUJI CUHEPreTUYECKUil 3(h¢heKT MyTalui
LOCULE NUMDER (nokyc SIWUS) u FASCIATED (noxkyc SICLV3) — nByx 1LieH-
TpaJIbHBIX MYyTallMii B 3BOJIIOLIMY pa3Mepa IioJa ToMara Impu JoMectukanuu (72).
B pesynbrate oOLIMPHOIO MCCAEIOBAaHMS, BBITIOJHEHHOIO TpagulMOoHHbIMU (To-
mato Analyser) u coBpemeHHbIMU (ECOTILLING) MeTtomamu, rpymna MHIUNACKUX
YUEHBIX YCTaHOBMJIA, YTO MOMYJISILIMSI OMHOTO COpTa ToMara, 00Jianaroliero Hu3-
KUM ypOBHeM TojuMopdu3Ma, BoissBIeHHOTO ¢ moMolibio EcoTILLING, Ttem He
MeHee, AEMOHCTpHpoBaja IIMPOKoe (PeHOTUIMMYEeCKOe pa3HooOpas3ue. ABTOPbI
OOBSICHSIIOT TTOJYYEHHBbIE pe3yabTaThbl TEM, YTO (DEHOTUIIMYECKOE pa3HOoOpa3ue
MpeacTaBisieT coboi pe3yabTaT B3aUMOIACHCTBUS MEXAY T€HOMOM, TPaHCKpHUII-
TOMOM, TIPOTEOMOM U MeTabosioMoM (73). B KOHTeKCTe rccaenyeMoit TeMbl 3TO
03HAyaeT, YTO HE CTOJbKO €AMHWYHBbIE Te€Hbl KOHTPOJMPYIOT pa3sMep U Maccy
IUIoAa y ToMarta, cKoJibko peryistopHble QTLs, 0 yeM ObUIO YIOMSIHYTO BbILLIE
(71, 72). OcoObli1 UHTEPEC NPEACTABISIIOT PA0OThI, MOCBSIIICHHbIE ASUCTBUIO pe-
ryasitopHbix QTLs, BoBIeUeHHBIX B MeTa0OJIMUECKME MYyTU ayKCMHA U Iruddepe-
JIMHA, Ha 3aBsI3bIBaHME W PeryJiMpoBaHKe padmepa riona y Tomara (74, 75), HO Mbl
CYUTaeM, YTO 3TOM TeMaTUKe CJIEAYeT MOCBATUTDH OTIENbHBINA 0030p.

Hrtak, aHanu3 aurepaTypHbIX MCTOYHMKOB, OMMCHIBAIOIINX TEHETUYECKIE
JIIeTepMUHAHTBI padMepa IUIoAa y ToMaTa, IpUBeJ Hac K CIeAYIOIIUM 3aKiIioue-
HusiMm. KoHTponb pasmepa mioga y Solanum lycopersicum L. ocyluecTBisieTcst
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IPYIIIOi1 JIOKYCOB, PEryJIMPYIOLINX IIPOLECCHI AeJCHMS U PacIlIMPEHUS KIETOK Ha
YEeTBhIPEX Pa3HbIX 3TAIlaX Pa3BUTHUS IUI0AA — OT Pa3BUTUS SIMLECKICTKH U (OPMU-
pOBaHMS 3aBSI3U IIOCJIE OIUIOAOTBOPEHMS 10 KIIETOYHOIO AEJICHUS 1 PACIIMPEHMS
KJIETOK, (popMUPYIOLINX 3pebliil 1ioa. K HacTosieMy BpeMeHU M3BecTHO 37 Ta-
KUX JIOKYCOB. DTHU JIOKYChI MOTYT HEpPEKPhIBATLCS C JIOKYCaMU, KOHTPOJIMPYIO-
wuMu ¢opMmy 1iona y S. lycopersicum, 1 BOBIIEKAThCSl B CUTHAJIbHBIE TTYTU (pU-
TOIOPMOHOB U IIPOLIECCHI MEPBUYHOIO M BTOPMYHOIrO Metaboiu3ma. ['eHeTHye-
CKUe IeTepMMHAHTHI IIPOLIECCOB NEIeHUS U PACIIUPEHUS KJIETOK BOBJICUCHEI B
CUTHAJIbHBIC IIYTU ayKCHHA ¥ THOOepe/UIMHa, a IIOTOMY UCIIOJIb30BaHUE IIePeUrC-
JICHHBIX (pUTOrOPMOHOB IS M3MEHEHUST pa3Mepa IUIo[a BIIOJIHE BeposATHO. Pa3-
BUTHE M Macca IUIOJA Y ToMaTa TeCHO CBS3aHBI C COACp:KAHMEM IEPBUYHBIX M
BTOPUYHBIX MeTa00IUTOB. MonuduKaiys 3KCIPecCu TeHOB, CBSI3aHHBIX C IIep-
BUYHBIM ¥ BTOPUYHBIM METa0OJIM3MOM, MOXET IPUBOIMTHh K M3MEHEHMIO Opra-
HOJICITUYECKOTO COCTaBa M MAcCCHI IUIOA TOMAaTa, PeryIupysl yoopOuHbIii MHIEKC
U BJIMSIA Ha paclipelieieHue YIJIeBOIOB, a, CIeAOBaTeIbHO, U HA OMOXUMUYECKMIA
COCTaB IUIOJA TOMAaTa.
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Abstract

Large fruit in Solanum lycopersicum L. is the result of domestication. We were interested in
the appearance of large fruits in tomato in connection with the practice task to get new tomato forms
with large fruits for multi-tiered hydroponic and aeroponic installations for vertical fruit production in
greenhouses. Using the technology of target tomato breeding we obtained the first special dwarf tomato
varieties Natasha and Timosha with small fruits for multi-tiered hydroponic installations. Obtaining of
large fruit in tomato is connected with genetic and epigenetic control of the trait (An. Frary et al.,
2000; B. Cong et al., 2006; Z. Huang et al., 2011; S. Wang, et al., 2011; A.J. Monforte et al., 2014;
L. Azzi et al., 2015). The goal of this review is to summarize data on genetic determinants the trait of
“size/weight of the fruit”, analysis processes of organogenesis, hormone and metabolic regulation of
fruit development. Analysis of papers dedicated to fruit weight increasing during domestication shows
the availability of 37 loci involved in regulation of cell division and enlargement at four different stages
of fruit development, starting from the phases of ovary development and fruit set to the phases of cell
development and enlargement of cells which form the mature fruit. Some of these loci are connected
with processes of hormonal plant development at the phase of anthesis, fertilization, formation of fruits
and seeds, and so, they are involved in auxin (SIPIN4, SITIRI, SIARF7, SIARFS, SIIAA9) and gibber-
ellin (SIGA20ox1, SIDELLAI) signaling pathways. Others control cell enlargement during fruit devel-
opment and maturing, and so, they are involved in regulation of primary (HXK1, SuSY, LINS, TIV1,
mMDH, cpFBP, SPA) and secondary (NOTABILIS/NCEDI, FLACCA, Gal-LDH, GME) metabolism.
Individual group of loci controls cell cycle at the period of ovary development (TAGLI, FAS, LC,
SIWUS, SIIMA) and fruit growth (SICDKAI, SICDCBI, SICDKB2 and SICCS52A, SIWEEI, SIKRPI)
(L. Azzi et al., 2015). The fw2.2 is the first locus which has been described in detail (An. Frary et al.,
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2000). Locus fw2.2 controls the small fruit size in S. lycopersicum and is semidominant to allele FW2.2
of large fruit size. With transgenic lines, it had been established, that locus fw2.2 is carried by cos50.
Sequence analysis of the cos50 had identified two open reading frames. One of them contain a single
recombinant event, which delimited “the rightmost” end of the fw2.2 (X0O33). Because genetic
mutation(s) causing change in fruit size must be to the left of X033, cDNA44 cannot be involved
and open reading frame is the likely cause of the small-fruit phenotype. Next studies indicated that
fw2.2 acts as a negative regulator of cell division during the very early stages of fruit development
following pollination. Thus, fw2.2 is one of regulatory QTLs, such as achaete-scute, scabrous and
Delta QTLs in fruit flies, teosinte-branched 1(tb1) in maize and Hox genes in animals (cited by B.
Cong et al., 2006). Possible, locus FW2.2 is positive regulator of cell division, which is involved in
interaction with cytoplasmic membranes mediated by the regulatory (beta)-subunits of CKII kinase,
that is well known in yeast and animals where it forms part of cell cycle related with signaling
pathway (B. Cong et al., 2006).

Keywords: Solanum lycopersicum L., tomato, breeding, heritability, large fruits, average fruit
weight, dwarfism, regulatory QTLs, fruit development.
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