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Pa3Hoobpa3Has oKpacka nnofgoB 1 CeMAH pacTeHWin onpeaenseTca
HaNMuneMm [BYX BaXXHbIX TUMOB MUIMEHTOB — KAPOTMHOMAOB (KpacHas,
OpaHXeBas, XeNTas) 1 aHToLMaHoB (droneToBas, CUHAA, KpacHas).
OHM NprHagnexart K ABYM rpynmnam BTOPUYHbIX METa6ONNTOB —
nsonpeHomaam n pnasoHomzaam. B nocnegHee Bpems Habnogaetca
MOBbILEHHbIV MHTEPEC K U3YUYEHUIO FEHETUYECKNX MEXaHU3MOB,
KOHTPONMPYIOLLNX MPU3HAKMN OKPACKU Y pacTeHWI, B CBA3MN C aHTU-
OKCUAQHTHBIMM 11 aHTUMUKPOOHbIMY CBOVCTBaMU ONpeenieHHbIX
NMUITMEHTOB 1 X 6eCLBETHbIX NPeALeCcTBEHHNKOB, yNoTpebnsaemMbix

C pacTUTenbHOM NuLleit. feHbl, KogupyoLre GepMeHTbl, Heo6XoaVMble
[NA nocnefoBaTesbHbIX MPEBPALLEHNIN UCXOAHbBIX OPraHNYeCcKnx
MONEKY B KOHEUHbIE MUTMEHTHbIE COefIHEHNA, OTHOCAT K rpynmne
CTPYKTYpPHbIX reHOB. DaKTopbl, aKTUBMPYIOLLME SKCNPEeCcuio
CTPYKTYPHbIX FeHOB 11 KOHTPONMPYIOLLME CUHTE3 ONpPefeneHHbIX
NMUITMEHTOB B KOHKPETHbI MOMEHT BpeMeH! B Kako-nnbo vactu
pacTeHus, OTHOCAT K PerynaTopHbIM reHam 6uocuHTesa. Hakonnex-
Hble K HacToALeMY MOMEHTY AaHHble B 06/1aCTN reHeTUKN pacTeHi
CBMAETENbCTBYIOT O TOM, YTO Habnogaemoe Ha GeHOTUNUYECKOM
YPOBHe MeXBUA0OBOE 1 BHYTPMBUAOBOE pa3sHoobpasye No nprsHakam
OKpacKy CBA3aHO MEHHO C PerynaTopHbiMu reHamu. CosgaHne

B NpeLecTBytoLe rofbl 60raTbix KOMNEKLMIA N TOYHBIX FeHeTnYe-
CKUX MoZenen Nno npusHakam OKpPacKy y ABYAOMbHbIX U OL4HOAONbHbIX
pacTeHwuid, a Tak»Ke pas3BUTIE MONEKYNAPHO-TEHETNYECKNX METOAOB
nccnefoBaHnA pacTeHni NO3BONUAN AeTaNbHO U3YUYUTb MEXAHW3Mbl
reHeTNYeCKON perynsaumnm CMHTe3a NUrMeHTHbIX COeAUHEHNIA

Ha MOeKynspHOM ypOBHe. B LlaHHOW CTaTbe 0COBEHHOCTM perynaummn
61OCKHTE3a KAPOTUHOVAOB NPOUNIIOCTPUPOBAHBI HA MpUMepe

1nx 06pa3oBaHuA B Niogax cemeincTea Solanaceae. lfeHeTnveckas
perynauma cuHTe3a pasnunyHbix GnaBoOHOMAHbBIX MUFMEHTOB

NMoKasaHa Ha MpuUMepe U3yYyeHns OKPACKM CEMAH Y pacTeHUN
cemelicTBa Poaceae. B 3akntounTenbHOM YacTv paboTbl 06cyxaaeTca
nepcneKkTrBa NPakTUYECKOro NCMOMb30BaHNA PErynaTOPHbIX FEHOB,
KOHTPONMPYIOLNX OKPACKy NIOAOB U CEMAH, MPUBOAATCA KOHKPETHbIE
nprMepbl X MPUMEHEHNWSA B CENEKLNM OBOLLHBIX U 31aKOBbIX KYbTYp.

KntoyeBble cnoBa: pacTeHuUs; MUrMeHTaLus; BTOPUYHbIE METaboNNTbI;
¢dnaBoHOVAbI; KAPOTNHOUADI; AHTVOKCUAAHTBI; PEryNATOPHbIE reHbl;
MapKep-opreHTMpOoBaHHasA cenekums; Solanaceae; Poaceae.
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Diverse patterns of plant fruit and seed coloration

are determined by the presence of two main types

of pigment, carotenoids (red, orange and yellow color)
and anthocyanins (purple, blue, red). They belong to
two groups of secondary metabolites, isoprenoids and
flavonoids. Interest towards the genetic mechanisms
that control coloration in plants has recently
increased due to the antioxidant and antimicrobial
properties of some pigments and their colorless
precursors consumed with plant-derived food.

The genes encoding enzymes involved in step-by-
step conversion of initial organic molecules to final
pigmented compounds are referred to as structural
genes, while regulatory genes are responsible for
activation of the expression of structural genes and
control the synthesis of pigments at certain times

and in proper tissue. The data in plant genetics
accumulated to date show that the inter- and
intraspecies phenotypic diversity in coloration is
mainly related with regulatory genes. Previously
developed rich gene collections and precise genetic
models for coloration traits in dicots and monocots

as well as the rapid development of molecular genetic
methods for studying plants allowed for studying
genetic regulation of pigment synthesis at a molecular
level. The peculiarities of the regulation of carotenoid
biosynthesis are exemplified with Solanaceae fruits.
The genetic mechanisms underlying the synthesis

of various flavonoid pigments are exemplified with

a study of seed color in Poaceae plants. In summary,
prospects for the practical use of regulatory genes that
control pigment synthesis are discussed and examples
of their practical use in vegetable and cereal crop
breeding are given.

Key words: plants; pigmentation; secondary
metabolites; flavonoids; carotenoids; antioxidants;
regulatory genes; marker-assisted selection;
Solanaceae; Poaceae.



apsiy ¢ XJIOpOhHUILIOM, IPUIAIOLINM 3eJICHYI0 OKpac-
Ky, pacTeHHs BBIPaOaThIBAIOT LEJIBII PSI JPYTUX Opra-
HUYECKUX MUTMEHTOB, CO3AAIOIIIX IIUPOKHHI CIIEKTP,
OT JKEJITOTO JI0 SIPKO-KPACHOT'O U UCCHHS-YEPHOTO OTTEHKOB.
Hanboiee pactpocTpaHeHHbIE KIACChl MTUTMEHTHBIX COCIHU-
HEHUI — 3TO OTHOCSIIHMECS K U30IPEHOUIAM KapOTHHOUIBI
()KeJ'IT])Ie, OPAaH>KEBbIC U KPACHBIC HI/IFMeHTbl) U COCAMHCHUA
(heHOTBHOI MPHUPOHI, AaHTOIMAHB! (KpacHBIE, CHHUE U (H-
0JIETOBBIC MUTMEHTHI). Hapsiay ¢ KapOTHHOMAAMH KENThHIH
1501840 OpaH)KEBI)Iﬁ OTTCHOK pa3JIMYHbBIM YaCTAM pacCTCHHUA
MOTYT IIpHJaBaTh aypOHBI, (Q1aBOHEI, (HJIABOHOIBI, TIIMKO3HU-
Ibl (pITABOHOJIOB U aHTOLIMAHUIUHBI, KOTOPbIE TaK XKe, KaK
1 aHTOLIMAHBI, OTHOCATCS K (I)EHOJ'HJHI)IM COCAUHCHHUAM — (1).]'18,-
BoHOMaM. KpacHOBaTo-KOpHYHEBast WM TEeMHO-KOPUYHEBas
OKpacka CeMsiH pacTeHHH 00ycioBieHa (IaBOHOMIHBIMH
COEIMHEHHUSIMHU — MPOAHTOLMAHUIMHAMU U (iobadeHamu.
XapakTepHasi OKpacKa KOPHEIIOa Y CBEKJIbI CBSI3aHa C CHH-
TE30M CIELM(PUISCKUX TUTMEHTOB — OeTananHoB. 1, HakoHell,
YyepHasi OKpacka CeMsH HEKOTOPBIX pacTeHWil (Harmpumep
TIOJICOJTHEYHHKA) 00YyCIIOBIIEHA HEJOCTATOYHO H3YYEHHBIMH
Ha CerONHSLIHUKA JICHb MEIaHUH-TIOTOOHBIMU TUTMEHTAMH
pacrenuit (3ampomeros, 1974; Britton, 1983; Strack et al.,
2003; Jana, Mukherjee, 2014).

Beicokasi cTereHb M3MEHYMBOCTH MO OKPACKE PACTCHHI
00yCJIOBJICHa Pa3HOO0Pa3UeM I'EHETHUCCKIX MEXaHU3MOB, OII-
PEIEINAIOMNX KaK THI HaKaIJIMBaeMOTO ITUTMEHTa, TaK ¥ Mec-
TO ero cuHTe3a. PeHoTHNMYEcKoe pa3Hoo0pasue o NpU3Ha-
KaM OKPAaCKH MOXKET OBITh TPOMJUIIOCTPHUPOBAHO HA ITpUMeEpe
stamens (puc. 1, @) u nmenuns! (puc. 1, 6). B Tom gncine moka-
3aHO, KaK OJJHA M Ta XKe TPYIIa IMIMEHTOB (aHTOLMAHOB) IPH
CHUHTE3€ B pa3HbIX TKAHAX IO/ HeﬁCTBHeM TKaHeCHeLII/l(l)I/I‘-I-
HBIX PETyJISTOPHBIX MEXaHU3MOB IIPUBOIHT K (YOPMHUPOBAHUIO
Pa3IMYHBIX IPH3HAKOB OKPACKH, HATIPHMEP MPU3HAKOB «TO-
J1y00e 3epHO» 1 «(HOJIETOBOE 3ePHOY Y MIICHHIIBI (puc. 1, ).

OcHoBHass (QYHKIMSI MUTMEHTOB — (POTOMPOTEKTOpHAS,
HamnpapJIeHHAs Ha 3AIIUTY CTPYKTYP PACTUTENHHON KIECTKH OT
Pa3pyIIUTEILHOTO ACUCTBUS YIIBTPA()UOIETOBOrO 3Ty YCHHUSL.
HemanoBaxHoii siBisieTcst M pyHKINS TUTMEHTOB JUIS TIOAauH
BU3YallbHBIX CHTHAJOB: OKpAcKa IBETOB CIYKHT IJIS MPH-
BJICUEHHSI HACEKOMBIX-OIBUINTENECH, @ OKPACKa IIIO0B — JIJIsI
MIPUBJICUCHUS JKUBOTHBIX-pacpocTpannuTeneii ceMsH (Brit-
ton, 1983; Clegg, Durbin, 2000; Sasaki, Takahashi, 2002;
Khlestkina, 2013).

11 yenoBeka U3y4eHUE OKPACKU y paCTEHUM ITPEACTABISAET
UHTEpEeC HE TOJIBKO CO CTOPOHBI BU3YaJbHO-ICTETUYECKOM
OLICHKHU, HO U B CWUJ1Y BJIMAHUA NUTMEHTHBIX CO@)II/IHEHl/lﬁ Ha
BKYCOBBIE KaueCTBa YHOTPEOIIEMbIX PACTUTEIBHBIX TPOIYK-
ToB. Ho Hanbospliee U MOCTOSHHO BO3pACTAIOIEE B MOCIIE/I-
Hee BpeMsi BHUMaHHUe K 3TOM 00J1acTH UCCIIeI0BaHMI CBSI3aHO
C QHTHOKCHJIAHTHBIMH M aHTUMHKPOOHBIMH CBOWCTBaMH
OIpPE/ICTICHHBIX MUTMEHTOB M WX OCCLBETHBIX MPEIIICCT-
BCHHUKOB, yHOTpe6ﬂﬂeMbIX B COCTaBE paCTHTeJ’leOPI TTUIIH.
OTH coeIMHEHNU 00eCTIEINBAIOT MPO(UITAKTUKY OHKOJIOTH-
YeCKUX 3a00JIeBaHHH, CHIIKAIOT PUCK CEPICYHO-COCYANUCTBIX
3a0oJieBaHMil, aTepoCKIIepo3a, MOBHIIIAIOT UMMYHHTET,
YAYYLIAIOT CHHTE3 3PUTENBHBIX MUTMEHTOB, aKTHBHPYIOT
mporecckl ooMeHa BemiectB U T. 1. (Middleton et al., 2000;
Johnson, 2002; Lila, 2004).

Bompimroe paznoobpasne GHOXUMHYECKOTO COCTaBa, OKpac-
KU PAaCTEHHI 00eCreynBaeTCsl KOMIUIEKCOM TEHOB, KOIHPY-
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J102110%0. q)epMeHTI)I, HeO6XO[lI/IM])le JUIL IIOCJIEA0BATCIIbHBIX
TIpEBpaIIeHIH UCXOHBIX OPTAHNIECKUX MOJIEKYIT B KOHEUHBIC
MUTMEHTHBIC COCAMHCHISI M UX CHHTE3 B OTIPEICIICHHBIN MO-
MEHT BPEMEHU B HY)KHOW 4acCTH pacTeHUs. I eHbl, konupyo-
e hepMeHTHI, TPUHITO OTHOCUTH K CTPYKTYPHBIM. J[pyTas
OCHOBHas IPYIINa TeHOB — ATO PETYIATOPHBIC TCHBI, AKTHBH-
pYIOLLKE 3KCIPECCUI0 CTPYKTYPHBIX TeHOB. HakorieHHbie
K HACTOSIIIIEMY MOMEHTY JaHHBIE CBHUICTEIHCTBYIOT O TOM,
9TO0 HaOIIOMaeMoe Ha (PEHOTHUITMIECKOM YPOBHE MEKBUIOBOC
U BHYTPHUBHIOBOC pa3HOOOpa3ue Mo MmpHu3HAKaM OKPacKu
CBSI3aHO MMEHHO C Te€HaMH, KOAWPYIOIIMMH PETYISITOPHBIC
(hakTOpBI OMOCHHTE3a MUTMEHTHBIX COCAMHCHUA. Y perysisi-
TOPHBIX FCHOB HEPEIIKO BOSHUKAIOT M OBICTPO SBOJIOIHOHH-
PYIOT AYIUTHIIMPOBAHHBIE KOMTUHU. Taxke Ui PEeTyIITOPHBIX
TEHOB XapaKTEepPHBI OONBIIOE pa3HOOOpa3We W 3aMETHOE
BApbUPOBAHUE YACTOT BcTpeyaeMoctu ajuienei. [Ipu atom
HEPEIKO IIPOUCXOANT KOMOMHNPOBAHHE PA3INIHBIX aJlTenei
pa3HBIX TCHOB B OJIHOM I'€HOTHIIC, YTO IPHBOIUT K emie Oojee
[IMPOKOMY CHEKTPY HPOSIBJICHUN Ha ()EHOTUTTMYECKOM YPOBHE
y COOTBETCTBYIOIIEro Buaa. [Ipn cpaBHEHNH pa3HBIX BHUIOB
OJTHOJIOJIBHBIX W JBYIOJBHBIX PACTCHUN CTAaHOBUTCS SICHO,
YTO B XOJI€ YBOJFOIIUAHU JOCTATOYHO OBICTPO BOSHUKAIIM TKAHE-
1 BHAOCTIEIN(HUYECKIE 0COOCHHOCTH PETyJsIUy ONOCHHTEe3a
MUTMEHTHBIX COCWHCHUH. B OTIIHYMe OT peryasITopHBIX re-
HOB CTPYKTYpPHbIE€ I'€Hbl MOKHO OTHECTU K KOHCEPBAaTUBHOM
4acTH TeHHOH ceTH OMOCHHTE3a PAaCTHTENBHBIX MUTMEHTOB
(Khlestkina et al., 2008; Rausher, 2008; Khlestkina, 2010).

OC00CHHOCTH PETYJISIIIUU OMOCHHTE3a KapOTUHOUIOB
BBISIBIICHBI, B IEPBYIO OYepe/ib, Oaroaaps N3ydeHHIO HaKOTI-
JICHUS JAHHBIX COCAMHEHUH B IIJI0/IaX ITACIICHOBBIX PACTCHHIHA
(cem. Solanaceae). PazHooOpa3ue reHeTHUECKIX MEXaHU3MOB,
00eCTIeYMBAIONINX CHHTE3 Pa3NUYHBIX (PIaBOHOWIHBIX ITHT-
MEHTOB, PACKPBLIOCH IIPU U3YICHUN OKPACKHU CEMSIH Y 371aKO0-
BbIX pacTeHui (ceM. Poaceae). B 3axmounrensHoM pasnene
0030pa TpecTaBIeHBl HEKOTOPhIe MPUMEPHI U IEPCIICKTHBA
UCIIONIb30BaHUS PETYSITOPHBIX TEHOB, KOHTPOIHPYIOIIHX
OKPACKy, B CEJICKIIHOHHOM IIpOLecCe.

leHeTuuecKan perynauus

HaKomj1eHNA KapoTuHonaos

Kapoturous! — 6ombIias ¥ pa3HOOOpa3Has TPYIIIA KEITHIX,
OpaHXEBBIX, KPACHBIX TUTMEHTOB, IPHHAUICKAIINX K H30TI-
perouynam terparepnenam (DOXP/MEP umu MVA nyts)
1 IMEFOIIUX Nomm3onpeHonaHyTo (C40) 1enb conpsKeHHbBIX
JIBOMHBIX CBsi3elt. KapoTHHOMIBI IPHCYTCTBYIOT B MEMOpaHax
BCEX (POTOCHHTE3UPYIOUIMNX OPraHU3MOB U BBIMOJHSIOT PSIJT
BaKHEHMX (pyHKIMIA B Tiporiecce (POTOCHHTE3a: aHTEHHYIO
(mOTIOHUTENbHBIE TTUTMEHTHI B MPOINECCE IMOMIOIEHHUS
COJTHEYHOM 3HEPruM), 3allUTHYIO (TYLIMTENH TPUILJIETHOTO
XJIOpO(hMILIA ¥ CHHITIETHOTO KMCJIOPO/IA; TIPEAOXPAHSIIOT PEaK-
IIMOHHBIN IEHTP OT MOIIHBIX IIOTOKOB SHEPTUH ITPH BEICOKUX
MHTCHCUBHOCTSX CBETA U CTAOMJIM3UPYIOT JIMITUIHBIA CIIOW
THJIAKOMTHBIX MEMOpaH, 3alyias ero oT MEePEOKUCICHHS)
(Crprkanka u ap., 2003; Anexuna u np., 2005).

Cpenu Bcex ceMelcTB pacTeHuit Solanaceae siBisieTcs
MOJIEIBIO JJIsl U3y9IEHHsI 3BOJTIOLMY CUHTE3a BTOPHYHBIX METa-
OonuroB. Pannue uccnenoBanus npouecca OMoCHHTE3a Kapo-
THHOUI0B npuHaiexkar Porter u Lincoln, koropsie B 1950,
OCHOBBIBASICh HA OMOXUMHIECKOM aHATN3€ TPOMEKYTOTHBIX
MIPOYKTOB, NPEUIOKIIIN CXEMY TOCIIEI0BATEIHLHOTO CHHTE-
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Puc. 1. PaznnyHble TMNbl OKPacKy 3ePHOBKM Y U3OT€HHbIX INHUIA
AuMeHs (a) n nweHnubl (6) Ha ocHoBe copToB Bowman n CapaToBs-
CKas 29 COOTBETCTBEHHO.

1 - copT Bowman; nuHumn copta Bowman: 2 - c opaH»keBaTol OKpacKomn
LIBETKOBOW Yellyun BCNeACTBME HAPYLIEHUA CUHTe3a IMTHUHA; 3 — ¢ 6enbiM
LIBETOM Yellyu 1 NepuKapna BCleACTBUE HapyLeHNA CMHTe3a Xnopodunna;
4 — C KpaCHOW XWNKOW LiBETKOBOW Yelllyu, bnarofapa C1HTe3y aHTOLVaHOoB;
5,6 — c cepo-rony60i 1 KpacHoi (MypnypHOIT) OKPacKol 3epHa 3a CYeT CUH-
Te3a aHTOLaHOB B aneiipoOHOBOM CJ10€ U NepuKapre COOTBETCTBEHHO;

7 — C YepHOI OKPaCKoii NepuKapna 1 YeLlyw 3a CHeT HEU3YUYEHHbIX NUrMeH-
TOB (NPeanonoXnUTENbHO, MENAHUH-NOA0OHbBIX MUIMEHTOB PacTeHUiA);

8, 9 - copT CapatoBckas 29, UMeloLnii KPaCHOBATO-KOPUYHEBBIN OTTEHOK
3epHa 3a CYeT CMHTEe3a NPOAHTOLMAHUAVIHOB B CEMEHHO 060/I0UKe;

10, 11 — nHWA € cepo-TonyboI OKPaCKoii 3epHa 3a CUET CMHTe3a aHTOLMaHOB
B a/1eipOHOBOM C/l0e (Mpr3HaK «rony6oe 3epHo»); 12, 13 — nuHKA ¢ nypnyp-
HOI1 OKpacKoW 3epHa 3a CYeT CUHTe3a aHTOLMaHOB B nepurkapre (npusHak
«duronetoBoe 3epHo»). (CemeHa AUMeHA Nilobe3Ho npegocTasun a-p A. bop-
Hep, IPK-Gatersleben, lepmaHusa; cemeHa neHnLbl — U3 paboyei Konnekuum
cekTopa $yHKUMOHanbHOW reHeTrKm 3nakos VLiul CO PAH; doTo aBTOpOB.)

3a KapOTHHOMJIOB, COTJIACHO KOTOPOM OIHU KapOTHHOWIbI
UCIIONIB3YIOT B Ka4€CTBE MPOMEKYTOUHBIX MPOTYKTOB IS
oOpa3oBanust aApyrux. B cepenune 1980-x . ObUT OTKPBHIT
HeMmeBaJloHATHEIH My Th (MEP-TyTh) CHHTE3a KapOTHHOWIOB
(Flesch, Rohmer, 1988), mo koTopoMy H30MIPEHONABI CHHTE3H-
PYIOTCs y 9yOaKTepuid, B XJI0poIiacTax (POTOCHHTE3UPYIOIINX
TKaHell u Xpomoruractax mionoB u 1BeroB (Epmos, 2005;
Kopsell, Kopsell, 2006).

Hauareie B 1990-X IT. MOJEKYJISpHBIE HCCIEAOBAHUS 10
KJIOHMPOBAHUIO TCHOB, MPUHUMAIOIINX YJacTHE B MIPOLIECCE
OMOCHHTE3a KAPOTHHOWU/IOB, TTIO3BOJIMIIN ONIPEAEITHUTH KITIoue-
BbI€ 3Tallbl (PEPMEHTATUBHOIO IIPEBPAICHUS] KAPOTHHOUJIOB
1 UX TeHEeTHUYECKYTo neTepmuHanuio. MEP-myTs OnocunTesa
KapOTHHOH/IOB M CTPYKTYPHBIE T€HBI, OITPE/ISIISIOIINE €0 Ta-
1bl, TpencTaBieHbl B padote J. Hirschberg (2001) (puc. 2).

CuHTEe3 KapOTHHOW/OB, MPOU3BEIECHHBIX B IIJIACTHIAX,
HauyMHAETCS C COCAMHEHUS IBYX MOJIEKYJ M30MpPEHUIU-
docdara (IPP) u obpaszoBanus auMerwnaummiaudocdara
(DMAPP), xoTopbIif mpeodpasyercss B TepaHUITepaHUII -
tocdar (GGPP), siBnsommuiicst mpeecTBEHHUKOM IIEPBOTO
KapOTHHOM/Ia OMOCHHTETUYECKOTO My TH — OeclBeTHOrO (u-
tonHa. @uroun (C,,) oOpasyercs B pesyinbrare KOHJEHCA-
uun a8yx mosexyn GGPP (C,)) mpu yuactun epmenta
¢uronncuntassl (PSY). ['en PSY! urpaer kito4eByro podb
Ha Ha4aJIbHOM 3Tare CHHTEe3a KapoTHHOU10B. MyTanust psy |
SBJISIETCSI TPUYMHON (hOPMUPOBAHUS Ie(hEKTHOTO (PepMEHTa,
HH3KOT'0 COZIepyKaHMsl KAPOTUHOMIOB, (DOPMHUPOBAHUS KENITOM
MSKOTH TI0710B ((heHoTHN 7). VI3BECTHO emie 0 ABYX reHax
PSY y Tomara: PSY2, KoTopblii paboTaeT UCKIIOUYNTEIHHO
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GA3P + IPI GPS (+IPP)
Pyruvate —> —> IPP. —> DMAPP ————> GPP
GGPS

(+3xIPP)
GGPP
PSY1 (r)l l PSY2
Phytoene
PDS
(-Carotene

CRTISO (¢) l+ l 7DSs

Lycopene
LCY-E LCY-B
(Del)
5 CYC-B
-Carotene (B; 0g) B-Carotene
LCY-B CRTR-B1 l l CRTR-B2
o-Carotene hi
CRTR-B Zeaxanthin
ZEP VDE
CRTR-E
l Capsanthin «——Antheraxanthin

Lutein ZEP iT VDE

Capsorubin «—— Violaxanthin

VNCED i xS

Xanthoxin
X Neoxanthin

Puc. 2. MEP-nyTb 6uocuHTe3a KapoTrHomaoB y Tomarta (Hirschberg,
2001).

DMepmeHTbI 11 NpoMexyTouHble BelecTBa: CCS — KancaHTUH-KancopyouH-
cunHTa3a; CRTISO - kapoTnHougHas nsomepasa; CRTR-B - rugpokcmnasa
B-konbua; CRTR-E - rugpokcnnasa e-konbua; CYC-B - xpomonnact-cne-
undmyeckas nukonuH-B-umknasa; DMAPP — aumetunannungudocdar;

GA3P - repanunanbgerng-3-pocoat; GPP - repanungudocdat; GGPP - repa-
Hunrepanunandocdat; GGPS - repaHunrepanungudocdat crHtasa; GPS - re-
paHungnoocoatcmHTasa; IPl - IPP-nsomepasa; IPP — nsonentungudocdar;
LCY-B - nukonuH-B-umknasa; LCY-E — nukonuH-e-umnknasa; NXS — HeoKcaHT/H-
cuHTa3a; PDS - ¢putonHpecatypasa; PSY — putonHcmHTasa; VDE - Buonak-
caHTUHAnanokcnpaasa; VNCED - 9-¢is-3noKCcUMKapoTUHONAANOKCUTeHa3a;

ZDS - {-kapoTuHpecaTypasa; ZEP — 3eakcaHTMHINOKCKAa3a. MyTaumy Toma-
Ta, U3MeHALMe BLUOCUHTE3 KapPOTNHOUAOB, NOKa3aHbl B ckobkax: B — Beta;
Del - Delta; og - old-gold; r - yellow-flesh; t — tangerine.

B XJIOPOILTACTCOAEPIKAIINX TKaHAX, U PSY3, KOTOpBIH, mpea-
MOJOXKUTENBHO, ()YHKIIMOHUPYET B KOPHSIX B CTPECCOBBIX
yenosmsax (Kachanovsky et al., 2012).

B pesynsrare nernapupoBanust pepmentsl PDS (dutonn-
necarypasa) u ZDS ((-xapoTuHaecaTypasa) KaTaJu3UpyIoT
oOpazoBanue u3 puronHa yepes3 (-KapOTHH ¥ MPOTHKOIINH
I[BETHOM MOJICKYJIBI JINKOTIMHA. MyTanms ¢ (tangerine) reHa,
KOZIUPYIOIIEro KapoTHHOUAHY0 n3omepasy CRTISO, napymia-
€T CTaJIMIO IPEBPALIECHHSI TPOINKONHHA (TETPALIMCINKOIINH )
B JIUKOTINH (TpaHc-(GOpMBI) ¥ BeJIeT K MOBBIIIECHHON KOHIICH-
TPALUH MPOJIMKOHWHA ¥ 00Pa30BaHMUIO TUIOJIOB HACKIIIICHHON
KenTol okpacku. KapoTuHOMAB! ydacTka «(GUTOWH—IJIH-
KOIIMHY SIBIISTIOTCS JINHEHHBIMU MOJIeKyitaMu. Ha ciienyromem
sTane OMOCHHTE3a IPOMCXOAUT 00pa30BaHUE M3 JTMKOIMHA
KapOTHHOHJIOB C TPEMsI THIIaM1 OCH30JIbHBIX KOJIEIL: [3-, Y- MIIH
€-THII. JINKOTTMHIINKIIa3bI, KATATM3UPYIOIIIE PEAKIIHIO, SBIIS-
10TCsI crieln(UUHBIME, UX 00pa30BaHUE JETEPMUHUPYETCS
pa3nuaHBIME TeHamu. Tak, mukonuH-B-mmkna3a (CYC-B)
HaXO/IUTCS IO/l KOHTPOJIEM JAOMHMHAHTHOTO reHa B (Beta),
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nukonuH-g-1uknasza (LCY-¢g) — rena Del (Delta). lanee npo-
UCXOAUT 00pa30BaHME KCAHTO(MMIIIOB 3a CUET (PePMEHTATHB-
HOTO OKHCIICHHS 0-KapoTHHA JI0 JIIOTEUHA U -KapoTHHA JI0
3eaKkcaHTHHA, BUOJIOKCAHTHHA 1K HeokcanTrHa (Hirschberg,
2001; Bramley, 2002; Liu et al., 2003).

Hapsiny ¢ remamu, onpenensiomUMK 3Tallbl CHHTE3a
KapOTHHOM/IOB, B&YKHOE BIMSHUE HA UX HAKOIUICHUE OKa3bl-
BAIOT PETYISTOPHBIC T€HBI, IETEPMUHNPYIOLINE MEXAHU3MbI
TpaHCKpuUNIruoHHOTo (reHs! TF) n mocTTpaHCcKpHITIIIOHHOTO
(renst PTGS) perynupoBaHusi OMOCHHTE3a MUTMEHTOB U UX
Jierpasanyy. boIbIIMHCTBO T€HOB, KOMUPYIOIINX TPAHCKPHIT-
IIMOHHBIE (PaKTOPBI, 3aMEUISIOT WIIN MOJHOCTBIO MOAABIISIOT
co3peBanue iooB. K takum ¢axropam otHocsitcs RIN-
MADS (Vrebalov etal., 2002), CNR-SQUAMOSA (Manning,
2006), TAGL1-MADS BOX (Vrebalov et al., 2009), LeHB-1
HB zip (Lin et al., 2008) u SIAP2a (rea 4P2) (Chung et al.,
2010; Karlova et al., 2011) (Tabmuia).

W3BecTHBIE perynsTOpHBIE TeHbI Y Solanaceae OKa3bIBaloOT
Kak MpsMoe, TaK U KOCBEHHOE BIIMSIHUE HAa OMOCHHTE3 Kapo-
TUHOMI0B. Cpean HUX BAKHEHIINH BKIIal B PETyISIIUI0 Ono-
CHHTe3a BHOCAT rensl cemeiictBa MADS Box Transcription,
Takue Kak reHbl AGAMOUS. Ouu ciocoOHBI PEeryiupoBarh
OMOCHHTE3 KapOTHHOUAOB MOCPEICTBOM B3aUMOACHCTBHS
¢ IpoMoTopamu TeHOB JIKonuH-B-nuknas3sl (CYC-B) u ka-
potunouHoM n3omepasbl (CRTISO). YV Tomara onmcansl 1Ba
npencrasutens AGAMOUS (TAGI n TAGLI). TAGLI Taxxe
perynupyeT MUTMEHTAINIO TUIOJI0B TOMaTa B pe3yibTare
NpsSIMOM aKTHBaIMKU reHa Ouocunresa stmieHa ACS2 (Itkin,
2009). UzBecTtHO, uTo eme onuH MADS-box, ren TDR4,
JIEMCTBYET COBMECTHO C BbllleonucaHHbM TAGL 1, perynupys
co3pesanue wioaoB Tomara (Nguyen et al., 2014).

K guciy BakHEHIIMX pEryisiTOPOB CO3pPEBaHUS IJIOJO0B
OTHOCST JO0Kyc RIN, mpuHaAneKaui K CEMENCTBY T€HOB,
KOAMPYIOIUX TpaHcKpunionneie dGakropsl SEPALLATA
MADS-box. Jlokyc RIN conepxut aa TaHxeMHbIXx MADS-
box rena, onuH u3 KoTopsX, LeMADS-RIN, perynupyer
co3peBanue, a apyrout, LeMADS-MC, oTBe4yaeT 3a pa3Bu-
THE YaIICIUCTHKOB M HEACTEPMHUHUPOBAHHOCTH COLIBETUH
(Vrebalov et al., 2002). PerymnstopHas aktuBHOCTs LeMADS-
RIN nposiBnsieTcs B ciocoOHOocTH cBsi3biBaThes ¢ CArG-box
aneMeHTaMu MPoMoTopoB reHOoB A CS2 1 A CS4, y4acTBYFOIINX
B CO3pEBaHMM, M U3MEHATH UX 3kcnpeccuto (Fujisawa et al.,
2011). Takxe nokazana criocooHocts RIN cBsizbIBaThCs € Te-
HOM KapotuHorene3a PSY! (Pan et al., 2010).

HenaBuue uccnenoBanus nokasanu, 4yto RIN ydacTByer
B CHHTE3€ 3THJICHA M [Iepe/iaue CUTHAIIOB, MOJAM(UKAIMH KTe-
TOYHOH CTEHKH, HAKOTIJICHUH KapOTHHONIOB, ((OPMUPOBAHUHI
apoMara M TPaHCKPHITIIHOHHOM PETYJIUPOBAHUN CBSI3aHHBIX
C CO3pEBaHHEM TI'€HOB, KOAMPYIOIINX TPAHCKPUIIIMOHHBIE
thaxropsl, Bkrodast NOR, CNR, TDR4 n HB-1 (Fujisawa et
al., 2011; Martel et al., 2011).

I'en NOR xonupyet TpaHckpunuuoHHbli paxrop LENAC-
NOR. Mytanus nor, BeI3BaHHAsI KOPOTKOH jeneruei (2 m. 1.),
MIPUBOJINT K C/ABUTY PAMKHU CUMTHIBAHUS M 00pa30BaHUIO He-
(dyskuuonanbHoro oenka (Giovannoni, 2004). [Tocnenctus
JTAHHOM MYTaIlNH U MYTaIlUH 7i7 CXOKH MEXay co0oid. B pa-
6ote S. Osorio (2011), B KOTOpOl BCECTOPOHHE, HA YPOBHE
TPAHCKPUITOB, OCJIKOBBIX ITPOJYKTOB 1 META0OJIUTOB, ObLIa
OXapaKTepU30BaHa POJIb MOHOTEHHBIX MYTaLUil rin M nor
B PeryJsiiuy OMOCHHTE3a STHIJIEHA U CO3PEBaHMs TOMaTa,
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MOKa3aHo, 4YTO aJJIENH rin U nor JEHCTBYIOT COBMECTHO
B TIPOLIECCE, CBA3aHHOM C yTIPABIEHHEM CO3PEBAHMS TLUIOJIOB,
IIpUYEM JIeHiCTBUE 7107 IPOSBIISETCs B 00J1ee CHIIbHOM MO/IaB-
JICHUH CO3PEBAHHUS IUIOJIOB, YEM FiA.

E1ie omHUM TPaHCKPUIIIMOHHBIM ()aKTOPOM, CHIKAFOIITUM
HAKOIUIEHHE KapoTHHOUA0B, sBisieTrcss CNR (Squamosa
Promoter Binding Protein) (Lin, 2008). B BEIBIICH peakuii
JIOMMHAHTHBIN ajens reHa Cnr ToMara, KOTOPBIH PUBOANT
K Heco3peBarouieMy (peHOTHITy C JIByMSI OTIMYUTEIbHBIMU
0COOEHHOCTSIMU: TUIOTHBIE IJIO/IbI C YMEHBILIEHHOW KJISTOUYHOM
aare3neil (My4HHCTOW CTPYKTYpOH MEpUKapIHs) U MOTHOE
orcyTcTBUe OnocuHTe3a kaporunonaos (Orfila et al., 2002).
Jlna pactenuii, Hecynmx amienb Cnr, XapaKTepHBI CHHXKe-
HHUE CHHTE3a 3THJICHA, HETUTMEHTHPOBAHHBIN TTEPUKAPITUH
1 TIOBBIIICHHAS IUNIOTHOCTH IUIOJO0B. B oTimume ot myTannit
B Apyrux resax (Nr, nor ¥ rin), BIUSIOIINX Ha CO3pEBaHME
yepe3 YaCTUIHOE MOJABICHUE CUHTE3a JUKOMMHA, MyTallus
rena Cnr cBsi3aHa C MOJHBIM MO/IABICHHEM SKCIPECHH T'eHa
PSYI n 6uocuHTe3a KapOTHMHOUAOB JaXKe B MPUCYTCTBUU
stunera (Manning, 2006).

I'en TpanckpunumonHoro ¢axropa LeHB- ] kopupyet Oenok
HD-Zip xnacca (tadnuia) (Lin et al., 2008). LeHB-1 criocobeH
B3aMMOJICHCTBOBATH C IIPOMOTOPOM IreHa OMOCHHTE3a ITHIIEHA
ACOI, ycunuBasi €ro dKCIPECCHUI0 U MPOLECC CO3PEBAHUS
IUIOJIOB TOMATa.

I'er Tomara SiAp2a, 3amMeUIAIONINIA CO3pEBaHNE W HAKOII-
JICHWE KapOTHHOWJIOB, OMKMCAaH B CEMEHCTBE PEryISITOPHBIX
(akropoB AP2/ERF (Chung et al., 2010). SIAp2a BoBNEUEH
B PETYJIMPOBAHHE STHICHOBOTO M ayKCHHOBOTO CUTHAJIBHOTO
Iy TH, B iporiecc qudpepeHInpOBKH XJI0poIuiacToB. B miogax
Tomara AuKoro tuma SlAp2a nopasiseT o0OpazoBaHHUE dTHIIC-
Ha. Elle oHUM reHOM, KOAUPYIOIINM TPAHCKPUIIIMOHHBIN
(axrop cemerictBa AP2/EREF, siBnstercst ERF6, oH perynnpyer
HAKOIUICHUE KApOTHHOUOB. Y ToMara SIERF6 KOHTpOIUpyeT
HaKOIUIEHHE TPaHC-JIMKoNMHA u B-kapoTtuHa. [Ipeanomnarator,
YTO PETYIISATOPHI STHICHOBOTO CHHTE3a U CO3PEBAHMS IUIO0B
SIERF6 n SIAP2a neicTBYIOT COBMECTHO, OCYIIECTBIISIS
HETaTUBHBIM KOHTPOJIb ATHJIEHOBBIX CHUTHAJIOB BO BpEMs
cospesanus (Lee et al., 2012).

Perynupyromee BIusHHE Ha HAKOIUIGHHE KapOTHHOWIOB
OKa3BIBAIOT TEHBI, CBSI3aHHBIE ¢ paboToil (hoTOperenTopoB.
I'enst HP-1 u HP-2 y Solanaceae SIBISIOTCSI KJIIOUYEBBIM pe-
I'YJSITOPOM LUTOKMHUHOBOTO KOHTPOJISL KJIETOYHOTO LUKIIA,
pa3mepa KJIETOK U uncia xjoporuactoB (Caspi et al., 2008).
Jlannble rens! oTHeceHsl k cembe UV-damaged DNA-binding
protein (tabmuiia). JlelfictBue MyTaHTOB cepuu high pigment
(hp-1, hp-1", hp-2, hp-2/ u hp-29) XxapaKTepu3yeTCsl yBeIrde-
HHEM YHCIIa U pa3MEPOB XJIOPOIIACTOB, YTO CITYKUT OCHOBOH
JUIS yCUJIEHUS CHHTE3a KapOTHHOM/IOB B IUIOJaX TOMaTa Mpu
cospesannu (Kolotilin et al., 2007; Barry, 2009). Pactenus
TOMara, HeCylIie B CBOEM I'€HOTHIIC OJTHY M3 TaKHUX MyTa-
1A, IMEIOT BBICOKUI YPOBEHb aHTOLIMAHOB U XJopoduiuia
B CESHIIaX, KOPOTKUI TUTIOKOTUIIb U HHTEHCUBHYIO TUTMEH-
TAIHIO JIUCTHEB U TII0A0B. TeMHO-KPACHBIE TUIOBI MyTaHTOB
OTIIMYAIOTCS BHICOKUM YPOBHEM KapOTHHOM/IOB, TIPEXK/IE BCETO
mukonvHa, BuTaMuHOB C 1 E, caxapoB 1 HEKOTOPHIX (hiraBo-
HouyoB (Palmieri et al., 1978; Kolotilin et al., 2007).

Jlpyrue reHbl CBETO3aBUCUMBIX TPAHCKPUIIIMOHHBIX (ak-
TopoB, LeHY5 n LeCOP 1 LIKE, npuHaIe)KaIIie K CeMEHCTBY
bZIP, SBIAIOTCS MOJIOKUTEIBHBIM U OTPULATEIBHBIM pery-
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CemencTBo
perynaTopHbIx
dakTopos

CoefnHe-
HUA

[eHbl y npefcTaButenen pacteHnmn

Houabl

Hordeum vulgareL. HvMpc1 (Shoeva et al.,
2015); Oryza sativa L. C (Reddy et al., 1998;
Saitoh et al., 2004); Triticum aestivum L.
MpcT (Lietal., 1999); Zea mays L.C1, PI1, P1
(Paz-Ares et al., 1987; Chandler et al., 1989;
Goff et al., 1990; Petroni et al., 2000)

Arabidopsis thaliana L. Heinh. TT2, CPC, MYBL2
(Borevitz et al., 2000; Gonzalez et al., 2008; Dubos et
al., 2008; Matsui et al., 2008); Petunia hybrida L. AN2,
AN4 (Quattrocchio et al., 1999, 2006); Vitis vinifera L.
Heinh. MYBA1, MYBA2, MYB5a (Kobayashi et al., 2002;
Deluc et al., 2006, 2008; Walker et al., 2007; Cutanda-
Perez et al., 2009)

Hordeum vulgare L. Ant2 (Cockram et al.,
2010); Oryza sativa L. Pl (Hu et al., 1996, 2000;
Sakamoto et al., 2001); Triticum aestivum L.
TaMyc1 (Shoeva et al., 2014); Zea mays L.

B,R, Lc, Sn, InT (Burr et al., 1996; Chandler et
al., 1989; Goff et al., 1990; Consonni et al.,
1993; Petroni et al., 2000)

Arabidopsis thaliana L. Heinh. TT8 (Nesi et al., 2000);
GL3/EGL3 (Bernhardt et al., 2003; Heim et al., 2003;
Zhang et al., 2003); Ipomoea tricolor Cav. ItIVS (Park,
2012); Petunia hybrida L. ANT, JAF13 (Llyod et al.,
1992; Quattrocchio et al., 1998; Spelt et al., 2000);
Vitis vinifera L. Heinh. MYC1, MYCAT (Hichri et al.,
2010; Matus et al., 2010)

Arabidopsis thaliana L. Heinh. TTG1 (Walker et al.,
1999); Petunia hybrida L. ANT1 (de Vetten et al,, 1997);
Vitis vinifera L. Heinh. WDR1, WDR2 (Matus et al., 2010)

Kapotu-
Hounabl

Zinc-coordinating
DNA-binding
domains

GCC type
transcriptional
factor

AP2/ERF
transcription
factor)

MADS Box
Transcription
Factor

SBP-box
(SQUAMOSA
promoter binding
protein-like)

HeT paHHbIX

Arabidopsis thaliana L. Heinh. PIF1 (Toledo-Ortiz
etal, 2010). Solanum lycopersicum L. SIbHLHO06,
SIbHLHO78, SIbHLH095 (Sun et al., 2015); Brassica
rapa ssp. pekinensis BrBIM1 (Jung et al., 2014)

Brassica rapa ssp. pekinensis BrA20/AN1-like, BrZFP8
(Jung et al., 2014)

Solanum lycopersicum L. SIERF6 (Lee et al., 2012);
Arabidopsis thaliana L. Heinh RAP2.2 (Welsch et al.,
2007), Solanum lycopersicum L. SIAP2a (Chung et al.,
2010; Karlova et al., 2011)

Solanum lycopersicum L. RIN-MADS (Vrebalov et

al., 2002), TAGL1 (Vrebalov et al., 2009); Arabidopsis
thaliana L. Heinh. TDR4 (Manning et al., 2006);
SHP1/2 (Ferrandiz et al., 1999, 2000), Prunus persica L.
PpPLENA (Tadiello et al., 2009)

Zea mays L. Golden2 (Fitter et al., 2002)
Oryza sativa L. OsGLK1 (Nakamura et al., 2009)

Solanum lycopersicum L. SI-GLK2 (Powell et al., 2012),
Arabidopsis thaliana L. Heinh GLK (Rossini et al., 2001)

UV-damaged
DNA-binding
protein

Solanum lycopersicum L. HY5, COPTLIKE (Liu et al.,
2004)

Oryza sativa L. nyc1 (Cha et al,, 2002);
ccrl (Park et al., 2002)

Solanum lycopersicum L. gf (Kerr, 1956), Capsicum
annum cl (Akhtar et al., 1999)

SET DOMAIN
GROUP 8

Arabidopsis thaliana L. Heinh. SDG8 (Cazzonelli,
Pogson, 2010)
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JIATOpaMy MUIMEHTALUY PACTEHUI cCOOTBETCTBEHHO. [Tonas-
nenne sKcnpeccnn LeHYS Benet k cb6oro poromopdorenesa
TOMara Ha paHHUX 3Tanax Pa3BUTHA, HAPYIICHHUIO CTPYKTY-
PbI TUJIAKOUIAOB M CHUIKCHHUIO HAKOIUICHUSA KapOTUHOUIOB.
Penpeccust LeCOPILIKE, HanpOTHB, BEeNET K YCHICHHOMY
(horomopdorenesy, popMHPOBAHHUIO TEMHO-3EIICHBIX JINCTHEB
1 YBEJIMYCHHIO HAKOTUICHHSI KApOTHHOU10B Ha 25-43 % (Liu
et al., 2004).

I'en CRY2, npencrasurens npyroit cempn CRY (Crypto-
chrome), siBisieTcs Taxke ¢ortopenentopoM. I[loBeimeHHas
skcripeccust Cry2 IPUBOJNT K yBEINYEHHOMY HAKOTIIIEHHIO
B TPAHCTEHHBIX PACTEHHSIX TOMaTa (pIIaBOHOHIOB M JIMKOITHHA,
YTO ABJIICTCA PE3YIbTaTOM TPAHCKPUIIIHOHHOTO KOHTPOJIA
U TIOJaBJICHNUS SKCTIpeccuu reHa [ycopene-fi-cyclase (Giliberto
et al., 2005). deHOTHT TAaKKX PACTCHUH TOI00CH pacTeHUSIM
c amnensiMu ipl m hp2, nus KOTOPBIX TaKXKe XapaKTEePHBI
YMEHBIICHHBIN THIOKOTHIIb ¥ MEXJ0Y3/IHs, SIPKO TUTMEHTH-
POBaHHbIE IIO/IBI C MTOBBIIIEHHBIM YPOBHEM JIMKOTINHA U (r1a-
BOHOUOB. OIHAKO pAaCTeHMS C YCUIIEHHOU DKCTIIpeccrel reHa
Cry2 IMEIOT HEKOTOPBIE OTPHUIIaTEIbHBIC KaueCTBa — IT03/THEE
[[BETECHHE, HAOIIO]aeMOE B YCIOBHUSX [UIMHHOTO U KOPOTKOTO
JIHSI, ¥ IOBBILIEHHOE (hopMHUpOBaHUE OOKOBBIX MOOETOB.

Haxorenre kapOoTHHOMIOB M OKpacka IIoioB y Solanaceae
TaKxke peryaupyercsi reHoM green-flesh (Gf). Jlokyc Gf xonm-
pyet perynsitopusiii pakrop STAY-GREEN (Barry et al.,
2008). MyTaHTHI gf HEe CIOCOOHBI pa3pymaTh XJIOPOGUILT
B HayaJIe CO3PEBAHUS, HO HAKAIUIMBAIOT KAPOTHHOM/IBI, YTO
MIPUBOJIUT K KOPHYHEBOW OKPACKE 3pelibIX IJ10/10B. MyTauuu,
HapyIIAoNIie Aerpagalnuio XI0pohuiia, HASHTHPHUITIPO-
BaHBl y HEKOTOPBIX BBICIIMX PACTEHUH: YKa3aHHas BbINIE
myTanus gf'y tomara, cl (chlorophyll retainer) y nepua, nycl
(non-yellow coloring 1)y puca (Akhtar et al., 1999; Park et
al., 2007).

Heo0xonnmo 0TMETHTE, 4TO PETYIALUS HAKOTIJICHHS Kapo-
THHOWJIOB OYEHb CJIOKHA U JI0 KOHIIA HE N3yY€Ha, B HACTOSIIIIEE
BpeMs SABISIETCS OOBEKTOM HCCIIECIOBAHUS MHOTHX HAYYHBIX
LIEHTPOB.

PerynﬂToprle reHbl CUHTEe3a

¢naBoHONAHDbIX NUTMEHTOB

Dr1aBOHOMIBI — 3TO IPYIIIA IPUPOAHBIX ONOIOTHIECKH aKTHB-
HBIX COCAMHEHUI, MPOU3BOJHBIX OCH30-Y-TIMPOHA, B OCHOBE
KOTOPBIX JIEKUT (DEHHUIITIPOIIAHOBBIN CKEJIET, COCTOSIIMN 13
C(-C5-Cy — yrneponnsix enunul,. Cs-hparMeHT, CBA3Y O
OEH30JIbHBIE KOJIbIIA, MOKET OBITH IPE/ICTaBIICH HECKOIBKIMH
COCTOSIHMSIMH C Pa3lIM4HON CTeNeHbio okucienus. Kaxmnoe
U3 3THX COCTOSIHUII COOTBETCTBYET OTJEIbHOMY KIIacCy
(maBonon10B. OrpoMHOE pazHooOpa3ue (IIaBOHOUTIHBIX
COEJIMHEHHUH JOCTHTaeTcsi C MOMOIIBIO COMIACOBAHHOTO
neiictBus cBoime 20 GepMEHTOB, KOTOPEIE, IEHCTBYS TIOOUe-
PEIHO, CHHTE3UPYIOT CHavasa XaJIKOHbI, a 3aTeM Jal0T Ha9ajo
Pa3JIMYHBIM KJIacCaM U Pa3InYHbIM IIPEACTABUTENAM BHYTPU
Kaxaoro kiacca (XiectkuHa u jap., 2014). BonpmmHCTBO
KJIACCOB — 3TO IHUI'MEHTHBIC COCIMHEHHS WM MpPEIIIecT-
BEHHHMKH JPYrux (JIaBOHOMIHBIX MUTMeHTOB. Hampumep,
(hy1aBOHBI, TIIMKO3U/IbI (DITABOHOJIOB M AypOHBI OTIIMYAIOTCS
JKEJITOM M/UITH OpaHKeBOi OKpackoii, (odadens! (mpon3Boa-
Hble (1aBaH-4-0JI0B) U MTPOAHTOLMAHHUIUHEI (IPOM3BOIHBIE
KaTeXWHOB U JEHKOAHTOIIMAHUINHOB) IPUJAIOT TKaHAM pac-
TEHHH KPacHOBATO-KOPHUYHEBBIH OTTEHOK. AHTOIMAHUIUHBI
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1 MIX TIPOU3BOJIHBIE — AHTOIIMAHBI — 00ECIICUNBAIOT IIUPOKYFO
raMMy TUTMEHTOB, OT po30BOTro 10 (puonetoBoro (Britton,
1983; Winkel-Shirley, 2001). ®naBoHOHIHBIC COCTUHECHUS
(mpeskzie BCero aHTOLMaHbl) 00J1a/1atoT (POTOPOTEKTOPHBIM
JIEWCTBUEM, KPOME TOTO, MHOTHE (DITaBOHOMTHBIE COSTHHEHNS
CTIIOCOOHBI MIPOTUBO/ICHCTBOBATh OKUCIUTEILHOMY CTPECCY,
BO3HHUKAIOLIEMY BCIIEICTBUE BO3JCHCTBHUS HEOIArONPUSTHBIX
YCIIOBUI OKpYXaroLlel cpeapl, WM NPeayIpeKIaTh €ro pas-
BUTHE, 3aIHIIAs,, TEM CAMBIM, Pa3JIMYHbIC KJIETOYHBIC CTPYK-
TYpBI OT paspyiueHusi. Hexoropsie ¢uaBoHOM B! 001a1aI0T
anTuMuKpoOHBIME cBoicTBamHu (Khlestkina, 2013).

[IpencraBnenue o myTu OGMOCHHTE3a (DITABOHOMAHBIX CO-
€MHEHHH U eT0 PErysALHUH CIO0KUIOCH, B IEPBYIO OUepPEeb,
3a CUET M3YUYCHUS 3JIaKOBBIX PACTEHHM, a UMEHHO KyKypY3bl
(Zea mays L.), kotopas ¢ cepenunsl 20-ro BeKa, ¢ MOMEHTa
OTKPBITHS Y Hee MOOMIBHBIX 3eMeHToB b. MaxKniunrok
(McClintock, 1956), ctana Ha 1oJTHE TOIBI OCHOBHOHM MOJIe-
JIBEO JUTSt MHOTHX HAlpaBJICHUH TeHETUKH PACTCHUMH.

B perynsuun OuocunTe3a (GpaaBOHOMIOB NMPUHUMAIOT
ydacTue TPH OCHOBHBIC I'PYIIIBI PETYIATOPHBIX (PAaKTOPOB:
MYB, MYC (bHLH) n WD40, o6pa3zytorye Tak Ha3bIBacMbIi
komruieke MBW, He0OX0MMMBIH JU1st aKTHBAIMHU CTPYKTYPHBIX
TeHOB. [ €HBbI, KOANPYIOIINE JIBA U3 3TUX TPeX (PAKTOPOB, OBUTH
BIICPBBIC OIMCAHbl UIMEHHO Yy KyKypy3bl. B 1987 r. Obumn
oTKpbITEl MYB-1107100HbI€ (hakTOopbl TpaHCcKpunuuu R2R3
THIIA, PETYINPYIOLIe ONOCHHTE3 (PITaBOHOMTHBIX ITMTMEHTOB
antonunanoB (Paz-Ares et al., 1987). B MBW-kommiekce
oenku R2R3-MYB oTBeTCTBEHHBI 32 CBETO3aBUCHMYIO pe-
rymanuio 6mocunaTesa (Taylor, Briggs, 1990). V kykypy3sl
(axropsl R2R3-MY B kogupytorest renamu C1 (Colorless 1),
P1 (Purple 1) w Pll (Purple leaf 1) (Paz-Ares et al., 1987;
Goff et al., 1990; Petroni et al., 2000). [oMoJIOTHYHbIE TSHBI,
BBIJICJICHHBIC TIO3KE U3 JIPYTUX BUIOB OIHOMOJIBHBIX H JIBY-
JIOJIbHBIX PACTEHHH, TPEACTaBICHBI B TAOJHLIE.

MY C-niono0OHBIE (aKTOPHI, COIEpIKAIINe B CBOCH CTPYyK-
Type nomeH bHLH (ocHOBHOW crnmpaib-neTIs-Cupatb
JIOMEH), oTBeTCTBeHHBI B MBW-KOMIUIEKCE 32 Onpe/iesnenre
TKaHecrenupuIHOCTH OmocuHTe3a antoruanoB (Taylor,
Briggs, 1990). [1epBsrie rensl, kopupytomue MY C-mogoOHbIe
(hakropst B/R Tuma (110 Ha3BaHUIO COOTBETCTBYIOIIUX JIOKY-
coB — B 1 R), ObITH OTKPBITH TakXke Y KyKypy3sI (Chandler et
al., 1989). [Tozxe Ha OCHOBAHWUHY TOMOJIOTHH OBLITH BBIJICTICHBI
JIpyT'He 4JeHBI JaHHOTO CeMeiicTBa M3 TeHOMa KYKypY3bl U
IpyTux pactenuii (Tabnuma). dakrop WD40 reodxoamm s
crabmnu3anuu koMiuiekca MBW, miepBbIii mIpencTaBUTEIb
JIAaHHOW TPYINIIbI Y pacTeHuid, Anll, ObUI ONUCaH y METYHUU
(de Vetten et al., 1997), ero romonor u3 reHOMa KyKypy3bl,
PACI (Selinger, Chandler, 1999) u npyrux BuaoB pacTeHHI
OBLT BBIIICJICH MO3/HEE (Ta0HIIa).

B ommmume ot KyKypy3bl, Y KOTOPOH CTPYKTypHbBIE T'€HBbI
OMOCHHTE3a aHTOIIMAHOB COBMECTHO PETYIUPYIOTCS C TO-
Moo komiuiekca MBW (puc. 3), y Arabidopsis thaliana
TEHBI MOAPA3ACISIIOTCS HA «PAaHHUE)» H «IIO3THHE» T'CHbI
O6uocunTe3a. «PanHMe» 3KCIpeccHpyloTcs B OTCYTCTBHE
CUHTE3a NMMHUTMEHTOB, Onarofaps akTHBAIMH C MOMOIIBIO
onpenenenHoro MYB-dakropa, a «mmo3aane» — TaK ke, KaK
TeHBI KyKypy3bl, Ipu y4dacTiuu komiuiekca MBW (puc. 3).
[TpearnonoxeHust O TOM, YTO 3TH OCOOEHHOCTH OTPAXKAIOT
XapaKTepHbIE OTIINYHS OJHOJONBHBIX OT IBYIOJbHBIX, HE
OIPaB/IANINCh, KOT/IA BBLICHUIIOCH, YTO M Cpe/ti 00JIee MEKHUX
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Puc. 3. BrioCUHTE3 aHTOLMAHOB U MPOAHTOLMAHNAVHOB 1 €ro Perynaums
y NpeAcTaBuTENeil OAHOLONbHBIX (Zea mays) v ABYAONbHbIX (Arabidopsis
thaliana) pacteHui.

DepmeHTbl: ANS- aHTOUMaHMANHCMHTa3a; CHI - xankoH$nasaHoHW30Mepasa;
CHS - xankoHcuHTa3sa; DFR - gurugpodnasoHon-4-pepykrasa; F3H - pnasa-
HOH-3-Tnapokcunasa; GT - rrko3untpaHcdepasa; RT — pamHo3unTpaHche-
pa3a. TpaHcKpunuMoHHble dpakTopbl: MYB, MYC, WD40. MoanduumnpoBaHo
no: Petroni, Tonelli (2011).

TaKCOHOB €CTh CBOM cliennpuaeckue ocobennoctu. Ha puc. 4
cXeMaTn4ecku 0003HaueHa aKTUBHOCTD CTPYKTYPHBIX T€HOB
Yy pa3HbIX BHUJIOB PacTE€HMM, B 3aBUCUMOCTH OT TOTO, CBSI-
3aHa OHAa C HAJIWYMEM AHTOIMAHOBOTO MUTMEHTA MM HET.
YV pa3HbIX BUJIOB PACTEHUH KOIKCIIPECCUPYIOTCS (COBMECTHO
PETYIUPYIOTCS) pa3Hble TPYMIBI TeHOB, HET UETKOTO JIeJICHUS
Ha «PaHHNE» WU «IO3IHUE» TE€HBI, THOT/IAa 0c000 PEryIHpy-
I0TCSI OT/IeNIbHbIE TeHBI B ITyTH OMOCHHTE3a, Harpumep F3h
y MIIeHUIs (puc. 4).

[Homumo BumocrenmuUIHBIX 0COOCHHOCTEH PeTyIIsIIHN
OHMOCHHTE3a aHTOIIMAHOB, CYILIECTBYIOT 0COOCHHOCTH Peryisi-
U CUHTE3a OJHUX U TEX KC MMTMEHTOB B PAa3JIMYHBIX TKAHAX
Yy OJTHOTO U TOTO ’K€ BUJ1a pacTeHuid. Hanpumep, u3 Bcex npu-
3HAKOB AHTOLMAHOBOW OKPACKH TOJBKO OKpacka nepukapra
KOHTOPOJIMPYETCA ABYMS KOMIUICMCHTAPHBIMU JOMUHAHTHBI-
MU TeHaMH, KoaupytomuMua MY C- u MY B-niogo6Hsr1it dak-
TOP, TOI/Ia KaK B PETYJIALIN OKPACKH JPYTUX YACTeH PacTeHUS
BBISBJICHO YYAaCTHE JIMIIb TEX I'CHOB, KOTOPBIC JIOKAJINUIYIOTCA
B CEIbMOM IOMEOJIOTMYECKON IPYIIE XPOMOCOM U COOTBET-
ctBytor MYB-daxropy (puc. 5). CortacHO KOHLIENIUH 00
yuyacTuu komruiekca MBW B akTUBaIiuu CTpyKTYpPHBIX T€HOB
OMOCHHTE3a AaHTOIIMAHOB, TPYIHO MIPEATIONOKHUTE, 9YTO TAKOH
KOMIUIEKC 3a/1efICTBOBaH JIMIIb B CHHTE3€ IUTMEHTOB B IIe-
pHKapIie, a B OCTAIBHBIX TKaHsIX JocTatouHo MY B-dakropa.
Hamubomnee BepOSTHEIM OOBSICHEHHEM SIBIISIETCSI BO3MOXKHOE
BapbHPOBAHNE AJUICIBHOIO Pa3HOOOpa3usi Cpeau pasHbIX
MYC- u MYB-kogupyronmx j10kycoB. J[efiCTBUTENbHO,
n3ydenue MY C-xogupyrormero rena Pp3 (Shoeva et al., 2014)
MOKAa3aJlo, 4TO y HEro €cTh KOMUU B xpomocoMax 2B u 2D
MSTKOM MIIIEHUIIBI, HE SKCIIPECCUPYIOIIUecs B IepUKapIe, Ho
AKTHBHBIC B APYTUX YACTSIX PACTECHUS, IPUYEM HE3aBUCHMO
OT HAJMYHS/OTCYTCTBUS OKpacku (puc. 6). [IpoaykTsl reHOB
Myc3 u Myc4 — noTeHIMaIbHbIe KaHAUIAThI, y4aCTBYIOIIUE
B (hopmupoBaHnH perymsaTopHoro kommuiekca MBW B koie-

V.F. Adzhieva, O.G. Babak, O.Y. Shoeva, 2015
A.V. Kilchevsky, E.K. Khlestkina 19.5
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Puc. 4. AKTMBHOCTb CTPYKTYPHbIX reHOB 6MOCKHTE3a aHTOLIMAHOB
B OKpalleHHbIX (TemHble prFVI) NN HEOKPaLUeHHbIX (cBeTnble prFM)
aHTOUMaHaMUN TKaHAX Y npencrasuTenen ABYAOJIbHbIX N OAHOAOJIbHbIX.

ANS - aHToYmaHngnMHcnHTa3a; CHI - xankoHdnaBaHoHr3omepasa; CHS - xan-
KOHcWHTa3a; DFR - gurnapodnasoHon-4-pepykrasa; F3H — pnaBaHoH-3-ru-
Apokcunasa; GT - rimkosunTtpaHcdepasa; RT - pamHosunTpaHchepasa.
CymmupoBaHo no: Dooner, 1983; Cone et al., 1986; Ludwig et al., 1989; Martin
etal, 1991; Quattrocchio et al., 1993; Boss et al., 1996; Pelletier, Shirley,

1996; Gonzalez et al.,, 2008; Khlestkina et al., 2008; Petroni, Tonelli, 2011;
Tereshchenko et al., 2013; Shoeva et al., 2015.

onrTmie, crebie W APYTHX JacTsx pacTeHus. ToT (akt, 9To
JIOKychl B XpoMocomax 2B u 2D Hukorna He BBISIBISUIUCH
B XOJI€ aHAJIN3a CETPErHPYIOLINX MOMYJIALHH, MOXKET CBUIE-
TEJILCTBOBATH O TOM, UTO He(DYHKIIMOHAIbHBIE aJIJIETIH TEHOB
Myc3 n Myc4 nnu peaku, Ui He CyIECTBYIOT, TOTa KaK JJIs
Mycl (Pp3) umeercs ajuielibHOE pa3HooOpasue, HadironaeMoe
Ha (PEHOTHITIYECKOM YPOBHE U IIOTOMY 3a(pHKCHPOBAHHOE MTPH
aHanm3e cerperupyromux nomyisnuii (Dobrovolskaya et al.,
2006; Khlestkina et al., 2010).

BersBeHHE 0COOEHHOCTEH PEryNsIy CUHTE3a IIMTMEHTOB
CTaJI0 BO3MOXHBIM OJ1arofiapsi He TOJIbKO OypHOMY Pa3BHTHIO
MOJIEKYISIPHO-TEHETUUECKUX METOI0OB HCCIIEOBaHUS pac-
TEHHH, HO U CO3/IaHHIO B MPEAIIECTBYIONINE TOAbI TOYHBIX
TeHETHYECKNX MOAIeNeH To Mpu3Hakam okpacku. K nanboree
MOAXOSIIIIMM MOJISIISIM JUIsl UCClieIoBaHus (DYHKIIMH TeHOB
otHOcsTCs Takke n3orernblie muanM (Khlestkina, 2014). C mo-
MOIIIbIO M30TCHHBIX JIMHUH MIIIeHUIIbI, co31anHbIx B UL ul" CO
PAH Kogsasiem B.C., Ob1J10 YCTaHOBJIEHO, 4TO (PAKTOP, IPUHA-
nexxamuii cemeiictsy MY B, ydacTByeT B perysiun OHOoCHH-
Te3a MPOAHTOLMAHUINHOB B CEMEHHON 000JIOUKE MIICHUIIBI
1 Konupyercs reHamu R-A 1, R-B1 v R-D 1, noKkanu30BaHHBIMU
B xpoMocomax 3A, 3B u 3D (Himi et al., 2005; Himi, Noda,
2005). Tax>ke Ipu KCHOJIB30BAaHUN HAOOpa M30TCHHBIX JINHAH
MIICHUIBl ¢ PA3JIUYHBIMH KOMOWHAIMSIMH JOMHHAHTHBIX
U PELIECCUBHBIX auteieil reHoB Pp (ApOM KOJUIEKIHH CTalll
JIBE NCXO/IHBIC TMHNY, TToTydeHHble B.C. ApOy3osoii B UL ul"
CO PAH) 06110 YCTaHOBJIEHO PETYISTOPHOE B3aUMOJICHCTBUE
Mexay MYB-u MY C-xonupyromumu peryiasTOpHBIMHU TeHa-
mu (Shoeva et al., 2014; Gordeeva et al., 2015).

Ddu3snonornyeckas n 6noxmmmnyeckas reHeTnKa pacTeHunin
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Pan - purple anthers, Pc — purple culm, Pg - purple glume, PIb — purple leaf blade, Pls — purple leaf sheath, Pp — purple pericarp, Ra - red auricle, Rc - red coleoptile.
CymmuposaHo no: Khlestkina et al., 2002, 2009, 2010, 2014; Shoeva et al., 2014; Himi, Taketa, 2015.
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Puc. 6. CxoactBo MYC-pakTOpoOB y pasHbl

OHHaA aKTUBHOCTb KOMWI reHa MyC AWeHNLbl B Pas3/iIMYHbIX YaCcTAX PacTeHNA NileHnLbl (. —reH

0,00

IX BUAOB 311aKkoB (Shoeva et al.,, 2014) n TpaHcKpunuuy-

skenpecempyetcs; O — He aKcnpeccupyeTcs).

leHbl CMHTE3a NUTMEeHTOB B cenekymnn paCTeHI/II‘/'I

Ha ocHoBanum mu3zBectHbIX nocnenoBarenbHocTeil JJHK, a Takyke BBITIOTHEHHBIX
paboT Mo CEKBEHUPOBAHUIO M3YyYaeMBIX aJljielici, BIUIIONINX HA HAKOIJICHHE
KapOTHHOM/IOB B IUIOaX ToMara, paspaboranbl pekomenganuu mo JJHK-tumnupo-
BaHMIO aJUielieil peryisaTOPHBIX (AKTOPOB, YHJIHHSIOMIUX MEPUO COXPAHHOCTH
wionoB rin (ripening-inhibitor), nor (nonripening), nort (alcobaca); annenei
CTpYKTYpHBIX TeHOB: PSY! (r) (xogupyer ¢urtonncunrasy, PSY1), ¢ — tangerine
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pymenust xnopodmmna (KnnpueBckuii
u ap., 2014). JlanHble METOAUYECKHE
PEKOMEHIAIlNK UCIIOIb30BaHbl B MH-
CTUTyTe TeHeTHKH u nuronorny HAH
benapycu st co3nanust popm Tomara
C BBICOKMM Kaue€CTBOM IUIOZOB Ha 3Ta-
e ogbopa (GopM AN CKpEUIMBaHUSA,
a Takke 0TOOpa CEJIEeKIHOHHOIO Ma-
Tepuaia B MOKoNneHusx F, ¢ xemaemon
KOMOMHAIMEH TeHOB.

boub110# NpakTUYECKUN UHTEpEC
B CEJIEKIMN Ha Ka4eCTBO IUIOZ0B TOMATa
TIPE/ICTABISIET KOMOMHHPOBAHNE TCHOB,
YATUHSIOUIUX TEPHOJ] COXPAaHHOCTH
IUIOJIOB TOMAaTa, ¢ TeHaMH, KOHTPOIIH-
PYIOIIMMH COZEpP)KAaHUE KapOTHHOM-
JIOB, YTO MO3BOJIUT €O37aTh (HOpMBbI
C TIOBBIIICHHBIM COAEPKAHUEM JIMKO-
MMHAa, KapOTHHA W OJHOBPEMECHHBIM
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Puc. 7. Cxema co3faHusa rubpraoB ToMmaTa, COUeTaloLWyX reHbl 4JIMTeIbHOrO Neprofa COXPaHHOCTU MAOAOB (rin, nor n nor#)
1 NOBbILLEHHOTO COAePKaHUA KapoTHOMAOB (B, 0g¢, t, gf-3) (Kunbuesckuii n gp., 2014).

Puc. 8. [n6pupabl Tomata Fy ¢ KombuHauuamm anneneii: a — B/rin, B/rin/gf, B/rin/hp; 6 — og</nor, og</nor/gf, og</nor/hp (Kunbues-
cKkuin n gp., 2014).
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JUIMTEJIBHBIM TIEPUOJIOM XpaHEeHHs ILI0J0B. [IpuMeHenune
3} (hEeKTHBHBIX MOJIEKYIISPHO-TEHETHYESCKUX PUEMOB B COYe-
TaHWU C TPAAUIMOHHBIMHI METOJIAMH CEJIEKIIH TOMaTa Oy/ieT
CH0COOCTBOBATh MOBBILEHNIO (PPEKTUBHOCTH CEJIEKIINOH-
HOTO TIporecca. Ha ocHOBaHMH MOJIEKYIISIPHO-TEHETHYECKOTO
aHaJIM3a U3y4aeMOM KOJUIEKIIMU ObIIN CO3/aHbl THOpHIbI F,
C reHaMH, Y4acTBYIOUIMMH B IpoOLECCe OMOCHHTE3a U IIpe-
BpAIlleHHs] KapOTHHOUIOB, U T€HAMH, KOHTPOJIUPYIOMINMHA
co3peBaHHe TI0/10B (puc. 7).

Ha cnenyromem stane paboThl ObUTH OTOOPaHBI TOMO3H-
TOTHBIE (POPMBI € PA3THMYHBIM COYETAaHHEM CTPYKTYpPHBIX
1 PETYJISTOPHBIX TEHOB. [ ManbHEHIIero ceneKnnoHHOTO
YJIy4LICHHsI TeHOTHIIA II0JIyYeHHbIE TOMO3UTOTHBIE PACTEHUS
OBLTH BOBJICYCHBI B THOPUAM3ANNIO C 00pa3IaMu, HECYIITH-
MU ayienu hp-29¢ u gf-3 (puc. 8). 3areM ObUIH BHITIONHEHBI
0TOOPBI TOMO3UTOTHBIX 10 TPEM Iapam ajieseld Gopm B Ho-
KoneHuu F,.

Co3nanHblif MaTeprall ObIT OLICHEH 10 PU3HAKAM HaKOII-
JIEHUsI KapOTHHOMJOB, JUIMTEIBHOCTH IIEPUOAA XPAaHEHUS
U TIPOYKTHBHOCTH, OTOOPaHbI LIEHHbIE ()OPMBI IS CEIEKIINH
Ha KauecTBO IUI0J0B. [loapoOHOE omnmcaHne BHITOTHEHHOMN
paboThI IPEJICTABIEHO B YETBEPTOM TOME KOJUIEKTHBHOW MO-
Horpaduu MactutyTa renetnku u nutonornn HAH Bemapycn
(KunpueBckuii u ap., 2014).

VY 31aK0B NEPCHEKTUBHBIM HAIPaBJICHUEM SIBISIETCSI MC-
TIOJIB30BAHHUE PETYISATOPHBIX TeHOB OMOCHHTE3a KapOTHHOU-
JIOB JUTS TIOJTy9eHUs 3epHa, Ooraroro ButamuHoM A (Al-Babili,
Beyer, 2005), a Taxxe mpuMeHEHHE psja PETYIITOPHBIX
T'€HOB, KOHTPOJIMPYIOIINX CHHTE3 (DIIaBOHOMTHBIX TUTMCHTOB
B Pa3IMYHBIX YaCTAX 3epHOBKH. Hampumep, cHHTE3 mpoaHTo-
LMaHKUIMHOB B CEMEHHOW 000JIOUKE CBSI3aH C YCTOWYHNBOCTHIO
K popacTaHuio nuieHuIbp Ha kopHiO (Freed et al., 1976),
a HaITMYKe aHTOLMAHOB B IEPHKAPIIC MOXKET CIOCOOCTBOBATh
Jy4IIeld COXPaHHOCTH CEMSIH MOCIIE JUIMTELHOTO XPaHEeHNUS
(T'opmeesa, Xnectkuna, 2013). Kpome Toro, 3epHO, comep-
JKalllee aHTOLMAHBl B aJICPOHOBOM CIJIOE HJIM IIEpUKapIie
(puc. 1), MOXET UCIIOIB30BATHCS [UIsl H3TOTOBJICHUS OTPYOeii
U LIeTIbHO3EPHOBBIX IPOIYKTOB C IOBBIIICHHBIM COACPIKaHHEM
AQHTHOKCHJAHTOB. HecMOTpst Ha TO YTO MUTMEHTAIMS TEX
WJIM UHBIX OPTaHOB camMa 110 ce0e MOXKET CIIY)KUTh OTIIHYHBIM
MapKepOM IPH CEJIEKLMH 10 APYTUM IIPU3HAKAM, ISl HallpaB-
JICHHOH Tiepeiady TeHOB, KOHTPOJIMPYIOIINX OKPACKY, TaKKe
1esiecoo0pa3Ho UCIONIb30BaTh Mapkepbl. Hanpumep, npu
otbope mmeHnIIs! ¢ momorsio JJHK-MapkepoB 1o npusHaKy
AQHTOIMAHOBOM OKPACKH MEpHKapIia BpeMs IOy YCHHs KOHEd-
HOT'O T€HOTHIIa MOJKET OBITh COKPAIEHO BABOE, & KOMIECTBO
3aHMMAaeMBbIX O]l CEJICKLHOHBI MaTepual — B JICCATKH pa3
(Gordeeva et al., 2015).

Takum 00pa3om, CBOEBPEMEHHOE CO3JaHNE TeHETHYECKUX
KOJUICKIIMI 10 MPU3HAKAM OKPACKU y JABYIOJIBHBIX M OIHO-
JIOJIBHBIX PACTECHHI B COYCTAHHHU C PA3BUTHEM MOJICKYJISIPHO-
IeHETUYECKUX METO/I0B NCCIIEJOBAHMUS PACTEHUI TO3BOJINIIO
BBISIBUTH OCOOCHHOCTH T'€HETHYECKOH peryisiluu CHHTEe3a
(h1aBOHOMI0B ¥ KAPOTHHOM/IOB PACTEHHH 1 OXapaKTeprU30BaTh
Ha MOJICKYJISIPHOM YPOBHE KJIFOYEBBIE I'€HbI, y4acTBYIOIIUE
B OMOCHHTE3¢ TaHHBIX COSTHHEHUH. XapaKTepUCTHKHU BbI/Ie-
JICHHBIX TCHOB ITO3BOJISIT KOHTPOJIMUPOBATH Ha MOJICKYJISIPHOM
YPOBHE U YCKOPSTbH IPOLiecc 0TO0pa M0 MPU3HAKAM OKPACKH,
BaXKHBIM JUUISl IIOBBIILICHHS TUTATEIbHON IICHHOCTH POYKTOB,
MPOU3BOIMMBIX M3 IIOOB M CEMSH PACTCHUIA.
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