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cemeunctBa CYP75 ki1acca reHoB CYP450: oT pyHKIMM Kjiacca
A0 QYHKIIUM reHa

A. A. Cno6oakuHa, A. B. I1aBnoB, E. A. [lopoxoBuHOBa

®edepanvhblil uccaedosamenvckull yenmp Bcepoccutickull uHCmMumym eeHemu4veckux pecypcos pacmeHutl
umeHnu H.U. Basusoea, Cankm-Ilemep6ype, Poccus
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B ny6/iMKanuy oxapakTepu3oBaHbl GJIAaBOHOM/bI — MUTMEHTHI PAaCTEHUH, UX pOJib, KiIaccudpukanusa, 6uocuHTes. OCHOBHOe
BHMMaHMe yziesleHo pepMeHTaM KJiacca LUToXpoM P450, koTopble MOMUMO y4acTHs B 6MocHHTe3e (GJIaBOHOHU/OB UTpalOT
GOJIBILYI0 POJIb BO MHOXKECTBE IPYTUX MPOLECCOB, TAKUX KaK 6MOCHHTE3 0JHUMEPOB, META00/IM3M FTOPMOHOB, 3alLIlUTa OT He-
6s1aronpuATHBIX pakTOpoB. [IpefcTaByieHbl pa3IudHble CBesleHus o reHe F3'5'H, kogupytomeM ¢aBoHou -3’5 -rugpokcuia-
3y, OCBELIAIOTCSA KJI04YeBble JJOCTHKEHUS U OCHOBHbIe IPO6JIeMbl ero u3yyeHus. [OBOPUTCA 0 posiv JaHHOTIO reHa B GUOCHH-
Te3e aHTOI[MAHOB, MOKa3aHa MPUHA/JIEXKHOCTb ero NpoAyKTa Kk ceMelcTBy ¢pepmenToB CYP75 kimana CYP71 nutoxpomos
P450, moka3aHbl aKTUBHbBIE LIEHTPBI GepMeHTa.

JleH 06bIYHO UMeeT ro/1y60i BeHYHK U ieJIbGUHU/IMH B KadecTBe OCHOBHOI'O MUIMEHTA ero OKpacKu. B faHHOM my6/MKauu
oxapakTepu3oBaH reH d (f3'5’h), B pelecCUBHOM COCTOSTHMU 06YC/IaBJIMBAIOIINKI PO30BYIO OKPACKY I[BeTKA U MeJaprOHU/IUH
B KaueCTBe 0OCHOBHOTO nurMeHTa. [lokasano, uto F3’5’H sibHa oTHOCUTCS K depmenTam CYP75, HOo B oT/inyHe OT GOJIBIIMHCTBA
JIPYTUX MIPUHAIEeXKUT K nnogceMeiicTBy CYP75B. [lokazaHa BO3M0OXHOCTb MHOXECTBeHHOT0 ajiesninaMa F3’5°H, npuBoasiiero
K pa3HbIM GeHOTHIaM, YTO NMOATBEPXKAAET yXKe U3BECTHBbIM Ha GopMasbHO-reHeTHYeCKOM YPOBHE MHOXeCTBEHHbBIN aslie-
snu3MreHa dy sbHa. Ha ;aHHBIA MOMEHT JIeH — eIMHCTBEHHBIN BU/], y KOTOporo nposs/eHue F3’5' H-akTHBHOCTH 111J10 B y1iep6
F3’'H - BO3M0O>XHO, TIOTOMY 4TO JieH QUJIOTeHETUYECKH JlaJieK OT APYTUX APEeBHUX KyJbTYPHBIX PACTEHUH U 3BOJIIOLUSA 3TOTO
reHa CBsi3aHa C CeJIeKIlMel Ha XeJTOCEMSHHOCTb.

Kawoueswie caoea: Linum usitatissimum L., 1aBoHOU/bI, GUOCHHTE3 aHTOL[MAHOB, IeKOPAaTUBHBIN JieH, flavonoid 3,5-hydro-
xylase (F3’5’H), yutoxpom P450, CYP75
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The f3’5’h (d) gene for pink coloring of flax flowers is a member
of the CYP75 family within the CYP450 gene class: from class function
to gene function
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The publication characterizes flavonoids - plant pigments, their role, classification, and biosynthesis. Attention is mainly paid
to the enzymes of the cytochrome P450 class, which, in addition to their participation in flavonoid biosynthesis, play a major
role in many other processes, such as polymer biosynthesis, hormone metabolism, and defense against unfavorable factors.
Various information about the flavonoid 3’,5’-hydroxylase (F3'5'H) gene is presented, highlighting key advances and major prob-
lems in its study. The role of this gene in anthocyanin biosynthesis is discussed, its product is shown to belong to the CYP75 en-
zyme family from the CYP71 clan of cytochromes P450, and the active centers of the enzyme are displayed.

Flax usually has a blue corolla, and delphinidin as the main pigment in its coloration. In this publication, we characterized the d
gene (f3'5’h), which in recessive condition causes pink flower coloration and pelargonidin as the main pigment. It was shown
that F3’5’H in flax belongs to CYP75 enzymes, but unlike most others is attributed to the CYP75B subfamily rather than CYP75A.
The possibility of multiple allelism of F3’5’H leading to different phenotypes was demonstrated, which confirms the multiple al-
lelism of the d gene in flax, already known at the formal genetic level. At present, flax is the only species wherein the emergence
of F3’5’H activity went to the detriment of F3’H, probably because flax is phylogenetically distant from other ancient cultivated
plants and its evolution is associated with selection for yellow seed color.

Keywords: Linum usitatissimum L., flavonoids, anthocyanin biosynthesis, ornamental flax, flavonoid 3;5™-hydroxylase (F3’5’H),
cytochrome P450, CYP75

Acknowledgments: the work was carried out within the framework of the state task assigned to VIR according to the theme
plan of research (No. FGEM-2025-0008 “Development of accelerated breeding approaches to the improvement of valuable ag-
ronomic characters in ornamental and berry crops”).

The authors thank the reviewers for their contribution to the peer review of this work.

For citation: Slobodkina A.A., Pavlov A.V,, Porokhovinova E.A. The f3’'5’h (d) gene for pink coloring of flax flowers is a member
of the CYP75 family within the CYP450 gene class: from class function to gene function. Proceedings on Applied Botany, Gene-
tics and Breeding. 2025;186(1):242-256. DOI: 10.30901/2227-8834-2025-1-242-256

TPY/IbI 110 TPUKJIAZTHOM BOTAHUKE, TEHETUKE U CEJIEKLIMH / 24_3
PROCEEDINGS ON APPLIED BOTANY, GENETICS AND BREEDING. 2025;186(1):242-256



« 186 (1),2025 o

Cio6oakuHa A.A., [1aBiioB A.B., [lopoxoBuHoBa E.A.

BBegenue

Linum usitatissimum L. - neHHas npsiAuJibHast U MacJuy-
Has KyJIbTYpa, BeIpalljMBaeMasi Ha BCeX KOHTHHEHTaX 3eMJIy,
3a UCKJI04YeHueM AHTapKTHAbL. Cpean NpsAUIbHBIX pacTe-
HUMY JIeH-JJ0JITYHel] 3aHUMaeT TPeTbe MeCTO B MUpe IO IJIO0-
aZi¥ BO3/e/bIBaHUs MOC/IEe XJIOMYaTHUKA U JPKYTa, a JIeH
MacJIUYHBIA - lecsiToe cpefi MacJUYHBIX [IOCJIe COH, parca,
apaxyca, MacJMYHOW MaJsbMbl, NMOACOTHEYHHKA, KYHXKYTa,
Kokoca u osuBhl (https://www.fao.org/faostat/en/#data/
QCL). B HacTosiliee BpeMsi MHTepeC K KyJbType JibHa CTpe-
MHUTEJBHO PACTeT, U B CBSA3U C 3TUM BO MHOTHX CTpPaHax He-
MPEPBIBHO PACUIMPSIOTCS MJIOIA/ U [T0CeBa JAaHHOHN KyJIbTY-
pbl. O6uIeMUpoBas MJola/jb NOCEBOB JbHA-AOJTYHIA CO-
crasssier 0,26 MJIHTa, a JIbHa Macjau4yHoro - 4,5 MjH ra
(https://www.fao.org/faostat/en/#data/QCL). JlenH Mmacanu-
Hblii 32 10 sieT - ¢ 2013 o 2022 T. - yABOMJI CBOU O6IIEMHUPO-
Bble IJIOIIA/IH, TOT/AA KaK JIEH-A0JTYHeL TPaKTUYeCKH He U3-
MeHMJ Ux. HecMOTps Ha TO 4TO Cpeiu KYJIbTYP, TPOU3BOJS-
LIUX BOJIOKHO, JIEH-JJOJITYHEI] SIBJseTCs HauboJsiee [eHHbIM
BU/IOM, IJIOIaAu nojA HUM B Poccun katacTpoduiecku
YMEHbIIUJINUCh — € 46 Thic.Ta B 2013 . o 33 Thic. ra B 2022 T
(https://www.fao.org/faostat/en/#data/QCL).

Y L. usitatissimum BblaensoT naTh noaBugoB (Elladi,
1940): eBpoasuatckuii (eurasiaticum Vav. et Ell.), ungo-abuc-
CUHCKUH (indo-abyssinicum Vav. et Ell.), cpeinzeMHOMOpPCKU
(mediterraneum Vav. et Ell.), unnocranckuii (hindustanicum
Ell.) v npomexxyTounbli (transitorium Ell.). BonbmnHCcTBO M3
HUX MMEIOT roJiy6yio OKpacKy BeHYHKa, B OT/INYME OT JUKHUX
BUAOB L. bienne Mill, L.angustifolium Huds., L. crepitans
Boenn., B HOpMe MMeIIHX CBET/IO-CHPEHEBYIO OKpacKy. Po-
30Basl OKpackKa I[BeTKa y KyJIbTYPHOTIO JIbHA, BCerja CBs3aH-
Hasi C OpaH>KeBBIM L[BETOM NBIIbHUKOB U KeJIThIM OTTEHKOM
ceMsiH, OblJIa ONKMCAaHA ¥ BCeX MO/JBU/I0B, KPOMe Cpeiu3eMHO-
Mopckoro. [Io pe3yspraTaM HallUX UCCAe[0BaHUNA, OHA MO-
JKeT OBbITb MOYTH 6eJsIoN, 6eJI0N C PO30BBIM OTTEHKOM, CBET-
JIO-PO30BOH, pO30BOM U TEMHO-PO30BOH. 3HAUYUTEJIbHYIO
pOJib B IPOSIBJIEHUH OKPACKHU JIETIECTKOB UTPAIOT KUJIKH, KO-
TOpbIe 0GBIYHO r0JIy60BATO-PO30BLIE, HO GBIBAIOT GHOJIETO-
BO-PO30BBIMH, TEMHO-KpPacHO-QHUOJIETOBBIMU, PO30BO-dHO-
JIETOBBIMH U NPOCTO po30BbIMU. OKpacka ceMsiH y po30BO-
[[BETKOBOTI'0 JIbHA MOXKET BapbHUPOBATh OT CBET/IO-XKEJITOH 10
TEeMHO-KOPDUYHEBOW U JAaxke 4epHOW. Takke BCTpedaroTCs
naTHUCTbIe ceMeHa (Porokhovinova, 2002).

Po3oBast okpacka 06yc/0BJIeHa Pa3IMYHbIMU aJlJIeIsIMU
reHa pf1 (pink flower 1) - pfl1, pf-ad, pf-d, BiepBble onvcaHHO-
ro T. Tammec kak reH d. BoJbIIMHCTBO PO30BOIBETKOBBIX
dopM HMMeeT XKesThle CeMeHa, IIBeT KOTOPBIX 06yCIaB/IMBa-
eTcsl B3aUMOJieHCTBUeM reHa pf-ad Y ocaabuTesss OKpacKu
cemsiH yspf1 (yellow seeds after pink flower). CeneKpoHepbl
MPOSIBJISIOT K 3TOMY GEeHOTUIY NOBBILIEHHBIH HHTEPEC, Tak
KaK U3 KeJITbIX CEMSIH M0oJIy4aeTcs 60jiee BKYCHOE U CBET/IOe
Mmacjo (Porokhovinova et al.,, 2018). Tosibko y ogHOTO reHa —
pf-d (no knaccudpukanuu T. Tammec - d) U3BecTHA HYKJIeo-
THJHasl MOCJe[0BaTEJbHOCTh M 6UOXUMHUYECKasA QYHKIUS
ero npoaykTa - ¢pyaBoHOuA-3',5 -ruapokcuaasa (Sudarshan
etal,, 2017), Ho He sicHa reHeTHY€eCKasi OCHOBA CEPUU MHOXKe-
CTBEHHBIX a/lyleJIed 110 HeMY.

MupoBas koJuiekuuu BUP - camblil LleHHBIH HCTOYHHMK
OGHOJIOTMYECKOr0 pa3HooOpasus JibHA. Ha ee ocHoBe B BUP
cO3/laeTCsl TeHeTH4YecKash KOJUIEKLMs, KOTopas Ha MapT
2024 r. HacyuThIBaeT 576 IMHUH, U3 KOTOPbIX 30 UMEIOT po-
30BYI0 OKpPACKy BEHYMKA, 60JIbIINHCTBO BblJieIeHbl U3 CeJleK-
LIMOHHBIX 06pa31oB Poccuu, panuuu, Hupepianaos, Ykpau-
HbI U ApreHTHHBI. B ocHOBHOM 3T0 MexxeyMkH (21), a Takxke
poaryHuel (5) u kyapsmu (4) (Porokhovinova, 2019).

JleH Ha JaHHbIA MOMEHT He MMeeT LIMPOKOro pacrpo-
CTpaHeHHUs KaK JleKOpaTUBHas KyJIbTYypa, HO B reHeTUYeCKOH
koJssieKuuu BUP conmepkuTcs GoJibiioe pasHooGpasue Jiu-
HUMU JIbHA, KOTOpble UMEIOT MOTEHIHaJ AJ1s1 IEKOPATUBHOTO
uBetoBo/cTBa (Rakhmangulov, Tikhonova, 2021; Rakhman-
gulov etal, 2022; Rakhmangulov, 2022). J/leH MakcCUMaJbHO
aJlaiTUBEH K yCI0BUSAM PocCcUM U MOXET He TOJIbKO BO3Je-
JIBIBAThCS B MOJIEBBIX YCIOBUSAX, HO TaKXe CII0COOEH Mpou3-
pacTtaTh B6JIM3M 3ara3oBaHHbIX MarucTtpasei (Berkova et al.,
2022).

B l'ocpeectpe PO mpepgcraBiiensl 43 copTa MacJUYHOTO
JIbHA, U3 HUX 4eTbipe - ‘BHUMMKG630’, ‘Epycaan’, Jlyuesap-
Hbli' ¥ ‘CBET/ISYOK — UMEIOT CBET/IO-PO30BYI0, TOUTH OENyI0
okpacky BeHuuka (https://gossortrf.ru), ofHaKo co3/jaHHbIE
JIJIsT IPOU3BO/ICTBA CEMSIH, OHU GBICTPO MPOXOAAT CTAJHUI0
[[BETEHHUS U He SABJSIOTCS 1eKOPAaTUBHBIMHU.

B HacTosillee BpeMsl Bo3pacTaeT MHTepeC K CO3JaHHIO
JKeJITOCEMSIHHBIX COPTOB JIbHA, TaK KaK OHU 6oJiee OCTalb-
HBIX IPUTOAHBI /151 XJe60NnedeHusI — B )KeJITbIX CEMEHax Co-
JIep>KUTCs GOJIbLIE CJM3H, 3a CYeT KOTOPOH TeCcTo MojgHUMa-
eTcs IpU BbleKaHUU. TaKkKe KeJITOCEMSAHHOCTD CBs3aHa
Y C IOBBIIIEHHBIM COJZiepXKaHHWeM apabUHOKCHUJIAHOB, NMPHU-
MeHsSIEMbIX B NMHULIEBOH NMpoMbliieHHocTH (Porokhovinova
etal,, 2019; Minevich, 2022).

Co3/iaHre po30BOIBETKOBOTO JIbHA JJBOMHOT0O UCIOJIb30-
BaHUSA — JeKOPAaTUBHOIO U MHUIIEBOTO — 3TO BO3MOXHOE HO-
BOe HalpaBJIeHHE B CeJIeKIUH JIbHA.

B cBsI3U ¢ 3TUM Yesab daHHO20 0630pa - 06061eHHe CBe-
JleHU# o OpMUPOBaHMUU OKPACKHU pacTeHUH, cHucTeMaTH3a-
U5l UMEIOLIUXCS JaHHBIX O MOJIEKY/ISPHO-TeHEeTUYeCKUX
npoleccax, olpee/sIoLIMX PO30BYI0 OKPACKy LiBETKaA U XKeJl-
TYI0 - CeMsH, a TaKKe ONMCaHHe MeXaHU3MOB, JIeXKal[uX
B OCHOBe (OPMHPOBAHHUS MJIEHOTPONHOIO AeWCTBUS TeHa
pf1 (d). lnst aTOro HEO6X0JMMO OTIPe/IeIUTh MYTh GMOCHHTE-
3a JAeqbQUHHUJINHA, [AIOIIEro TroJiyOoyl OKpPAacKy BeHUHMKaA
JIbHA, BBIABUTH T'€H, MyTalMs B KOTOPOM NPUBOJUT K 06-
Pa30BaHMUIO NeJaproHUAMHA BMECTO JeIbGUHNIMHA U PO30-
BOM OKpacke IjBeTKa. Tak)ke HY>KHO 0XapaKTepH30BaThb MIPO-
JIYKT 3TOro reHa — ¢epMeHT, CeMeHCTBO U KJIaH, K KOTOPbIM
OH OTHOCHUTCS, TaK KaK KaK/[l0H M3 MepevyrCJeHHBIX TPYII
CBOMCTBEHHBI ONpefie/leHHble KOHCepPBAaTHUBHbIE Y4YaCTKH,
y4actBytoude B 3D-c6opke depMeHTa C 1eJIbI0 €ro Mpu-
KpeIlJIeHUs1 K KOHKpeTHOH MeM6paHe. CieflyeT NMPOSICHUTH
ero B3aUMOJZIEMCTBHE C APYTUMU pepMeHTaMU, obecrieyeHue
CBsI3bIBaHUs C cy6cTpaToM ($JIaBOHOMJOM) U NPOBesieHUe
HeIoCpe/ICTBEHHO PeaKIUH I'MPOKCUINPOBAHUSL.

PacTeHue - cy0KHBIA OpraHusM, y KOTOPOro MHOTrHe
GYHKLIMM B3aMMOCBSI3aHBl, U MOMCK MePeKPbIBAIOLMXCS My-
Tel 6HOCUHTEe3a MOXET AaTh BbIXOJ HAa KOHTPOJb CHHTe3a
JIPyTHX BelleCTB — BTOPUYHBIX MeTab0JIUTOB GeHOJTbHON
NPUPOJBI.

(DJIaBOHOHALI — IUIMEHTbI paCTeHl/lﬁ

BaxkHy10 po/ib B 3aIUTe XKUBBIX OPTaHU3MOB OT U36bI-
TOYHOTO Y/IbTPAPHO0JEeTOBOrO U3JyYEeHUs] UTPAIOT MUTMeH-
ThI. Y pacTeHUH 3To XJ0poduibl, GpJIaBOHOU/b], KAPOTH-
HOU/JIbI U MeJIaHUHbL. PIaBOHOUABI MPEJCTABASIOT pa3HO-
POJIHYIO TPYIYy BTOPUYHBIX PACTUTEJbHBIX MeTaGOJMTOB
¢deHosbHOM npupobl. [lyTh 61ocHHTe3a GpIaBOHON/LOB MPHU-
BOAUT K 06pa30BaHMUI0 OCHOBHBIX I'PYNIl COeJMHEHUHN: XaJl-
KOHOB, $pJ1aBOHOB, H30()1aBOHOB, (¢py1aBaHOHOB, (HJIABOHOJIOB,
¢ds1aBaH-3-0J10B, aHTOIIMAHOB W MPOAHTOLMAHUJUHOB. Piia-
BOHOU/JBI — O-reTepoluK/INYecKre COeJUHEeHUs], UX CTPYK-
TYPHYI0O OCHOBY COCTaBJ/IsIeT TPHUIMUK/IMYECKas MoJIeKyJa
¢dJs1aBoHa, KOTOpasi COCTOMT M3 JBYX OEH30JIbHBIX KoJel,
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o6o3HayaeMbIx A U B, coenuHeHHbIX C3-dparMeHTOM, KOTO-
pbIii BMECTe C KHCJIOPOJHBIM aTOMOM 06pa3yeT MUPOHOBOE
KoJib1[0. CBsA3ytouui C3-pparMeHT onpesessieT Kaacc, K Ko-
TOPOMY NMPUHA/JNIEXUT TOT UK HHON Pp1aBOHOUA. AHTOLIMA-
HUJIMHBl UMEIOT THJPOKCU/IBHYIO IPynny B noJioxkeHuu C3,
daaBoHbI - okcurpynny B C4, a ¢y1aBOHOJIBI - THAPOKCHJIb-
Hyto rpynny B C3 u okcurpynny B C4 (Electronic Supplemen-
tary Materials, Suppl. 1)1

®aBoHOMABl BHYTPU KaXKJOTO Kjacca pas/avdaioT I0
YHUCJy U OJI0KEHUI0 3aMecTUTeel, 06p1vHO OH-rpynm, B A
U B KosibIaX, KOTOpPbIE JOMOJHUTENIBHO MOTYT OBITh METHU-
JINPOBaHbl WM IJIMKO3UJIMPOBAHLI. Y 60JBUIMHCTBA $JIaBo-
HOHU/JI0B KoJibI[0 A uMeeT OH-rpynmnel 60 B nosioxxeHuu C7,
au60 - C5 u C7. Tu rpynnel peAko MeTuaupytoTcs. Kosb-
110 B mpakTHYyecky Bceraa ruipOKCUINPOBAHO B OJI0XKEHUH
C4 v o6b14HO Takke B C3 u C5, B nocaeAHUX ABYX CJAy4asx
OH-rpynmnel yacto MeTuarpoBaHbl (puc. 1) (Britton, 1986).
Bcero usBectHo cBbiuie 9000 ¢praBoHougoB (Williams, Gray-
er, 2004). BHyTpu KJ1accOB aHTOLIMAHOB U (GJIABOHOJIOB ITHT-
MEHTBl pa3/M4aloTCs HaJWYHMEeM 3aMecTUTesed B I0JI0XKe-
Husx C3’ u C5’. Bcero uzBectHo 6osiee 300 oTAe/bHBIX diia-
BOHOB U (JTABOHOJIOB U 0KO0JIO 22 aHTOLUaHUAUHOB (Britton,
1986). K. lro6ya ¢ xosteramu (Dubois, Harborne, 1975;
Dubois et al.,, 1979) ycTaHOBUJIH, YTO JIENECTKU JIbHA COZlEP-
’)KaT M3 aHTOIMAHWAWHOB HNPOU3BOJAHBIE JeJbQUHHANHA,
[[MaHW/IMHA, NeJaproHU/MHA; (JIaBOHOJIBI NpPe/CTaBJIEHbI
NPOU3BOJHBIMU KeMdeposa U MUPUIIETHHA, a GJIaBOHBI —
M300PUEHTHHOM, BUTEKCHHOM, U30BUTEKCHHOM, BULETHU-
HOM-1 ¥ BULIETUHOM-2, IpUYeM BHE 3aBUCUMOCTH OT aHTO-
I[MaHOBOM okpacku. Te ke ¢J1aBOHBI NPUCYTCTBYIOT U B JIU-
CThSX, IJIIOC, IOTIOJIHUTEBHO, ODUEHTHH, JIIOLeTHUH-1 U JI10-
LIeTUH-2. MeTOKCHUJIMpPOBAaHHbIe AHTOLMAHHWHBI yJbHA He
cunTesupytorcs (Porokhovinova, 2019).

Ry

0JIETOBOTO U3JIy4Y€eHHUs], 3KCTPeMaIbHbIX TEMIIEPATYP, 3aCyXu
Y ApyTyX GaKTOpPOB aGHOTUYECKOT0 CTPecca, a Npyu 6uoTHYe-
CKOM CTpecce - B 3alUTe OT TaTOTeHHbIX MUKPOOPraHU3MOB
Y TPaBOSIIHBIX XKUBOTHBIX. PJ1TaBOHOUHBIE COEITUHEHUS UT-
paloT BeJyLIyI0 POJib B IPHBJIEYEHUN CUMOUOTUYECKUX Op-
raHu3MoB B pusochepe. PaBOHOUABI YIACTBYIOT B pOCTe
Y pa3BuTHM pacTeHui (Pourcel et al., 2007).
®1aBoHOMHBIE MUTMEHTBI OKPALIMBAIOT PACTUTEJIbHbIE
TKaHHU B pa3/IMYHble LIBeTa: XKeJITbIH, PO30BbIH, KPACHbIH, CU-
HUH, GHOIeTOBBIN U KOPUYHEBBIH, a TaKXKe BUAUMBIA TOJIb-
KO B yabpTpaduroseTe 1BeT. [IpuaBas IpKy0 OKpacKy IBeT-
KaM, IJIoZjlaM ¥ ceMeHaM, B TOM 4HcJle B yJIbTpadHroeTOBOM
JlMana3oHe, OHU IPHUBJIEKAIOT HACEKOMBIX, NTHL] U APYTUX
YKUBOTHBIX U TEM CaMbIM CIIOCOOCTBYIOT OINBLIEHHIO U pac-
MPOCTPAHEHHUIO paCTeHUN. 3HAYUTeIbHAsA 0151 GJIABOHOU/-
HbIX COeJIMHEeHUH GeclBeTHa B BUAUMOM crnekTtpe (Pourcel
etal, 2007). [Ipl/1b1}a MHOTUX PACTEHUU UMEET XKEeJIThIH BET
6J1arofiapsi 60JIbIIOMY KOJIM4ecTBY (JiaBOHOUJO0B. [lokasa-
HO, YTO y KYKypy3bl B OTCYTCTBUM 3TUX COeJUHEHUN NOHHU-
*aeTcs GepTUIBHOCTh NblLIbLbI. HekoTopble ¢iaBoHONBI
(kBepLeTHH, allUreHNH, KeMIIpepoJ1) MOoAABJIAIOT NOJSIPHBIN
TPAHCNOPT ayKCHMHA ¥ TAKUM 06Pa3oM MOTYT BJIHUSTH Ha €ro
pacmnpefesieHde B pacteHuu (Sharova, 2016).

@deHoIbHBIE KOMITOHEHTBI BOXKHBI HE TOJIBKO A5 pacTe-
HUU. PacTuTesbHas nuia, 6oraTtas onpejeeHHbIMH (J1aBo-
HOUJIAMH, SIBJISIETCS HMCTOYHMKOM CO€JUHEHUH, MOJIe3HbIX
JUIs1 3/0POBbS YeJI0OBEKA U IOMALIHUX dKUBOTHBIX.

AHTHOKCUAAHTHBIE YHKIUU $JIaBOHOUJOB OCTAIOTCS
cnabousyyeHHbIMU. Han6osiee 060CHOBaHA aHTUOKCU/AHT-
Has aKTUBHOCTb (JIaBaHOJIOB U $JIaBOHOJIOB. Jlydiinm cpe-
AW HUX CYUTAETCs KBEpLETHH, KOTOPBIM HPHUCYTCTBYET
B pacTeHHUsX B popMe pyTHHA (KBepLEeTHH-3-PyTHHO3UJA).
[/1aBHBIN €ro UCTOYHUK B IUeTe YesJOBeKa — JIYK, TaKXKe ero

o— @

~Rs3
U-....R4O

B

Puc. 1. PacnojiokeHHe 3aMecTUTe el B MOJIEKY/IaX aHTOLMAaHUAWHOB (A) u ¢p1aBoHo010B (B).
A:R1 =R2 =H - nenaprouunauy, R1 = OH, R2 = H - nuanuguy, R1 = R2 = OH - genbduHuguH.
B: R1 =R2 =H - kemndepos, R1 = OH, R2 = H - kBepueTtuH, R1 = R2 = OH - mupuuetus. R3, R4, R5 riiuko3uHble 0CTaTKHY,
yalie IVII0KO03bl, pPAMHO3bI U rajiakTo3sbl (1mo: Porokhovinova, 2019)

Fig. 1. Location of substituents in the molecules of anthocyanidins (A) and flavonols (B).
A: R1 =R2 =H - pelargonidin, R1 = OH, R2 = H - cyanidin, R1 = R2 = OH - delphinidin.
B: R1 =R2 = H - kaempferol, R1 = OH, R2 = H - quercetin, R1 = R2 = OH - myricetin. R3, R4 and R5 are glycoside residues,
more often glucose, rhamnose, and galactose (according to Porokhovinova, 2019)

Buosornyeckre pyHKIUM U MeXaHU3MbI JelcTBuUs dJa-
BOHOHM/IOB pa3HOo6pasHbl. B mpolecce 3BOJIIOIUMU OHU CHa-
yaja WUrpajyd poJib CUTHa/JbHBIX MOJIEKYJ, a3aTeM CTalu
y4acTBOBaTh B TAKUX Mpolieccax, Kak 3all{uTa oT yabTpadu-

TpuaoxeHue 1 mpeAcTaB/ieHo B OHIalH-popMaTe. JeKTPOHHAs
Bepcus ctaThbu: https://doi.org/10.30901/2227-8834-2025-1-242-
256 / Electronic Supplementary Materials, Suppl. 1. The online version
of this article: https://doi.org/10.30901/2227-8834-2025-1-242-256

MHOI'0 B KOXype HGJIOKa, BO MHOTHX droaax, B TOM 4HCJIe
B BUHOrpazie. [lokasaHo AelcTBUe pyTHHA Ha YKpelJieHue
CTEHOK KallWJIJIAPOB, YTO NPENnATCTBYeT KPOBOU3JIMAHUIO.
[TosToMy pyTUH U Apyrue ¢paBOHOU/BI C JOKa3aHHOU Tepa-
HEBTI/I‘{eCKoﬁ AKTHBHOCTBIO YaCTO Ha3bIBAlOT BUTAMHUHOM P.
Heckosibko MeHblIEH aKTUBHOCTbIO 006J/1aflaeT KeMIidepoJ,
KOTOPOT0 MHOTO B IIUKOPHH, JIyKe-Tiopee, 6pOKKoJIH, 4ae. Xo-
pouio u3BeCTHAa aHTUOKCUJAAHTHAA aKTUBHOCTb KaTE€XHUHOB,
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KOTOPBIX OYeHb MHOTO B Yae. D1aBOHOHOB (Tecrnepu/vH, Ha-
PUHTHH) OYeHb MHOI'O B LIUTPYCOBBIX, a (pJIaBOHOB (amure-
HUH, JIIOTEOJIMH) — B IeTpylIKe. JInfepaMu 1o aHTOIIMaHAM
SIBJISIIOTCS YepHasi CMOPOANHA U YepHUKa. U30d1aBOH reHu-
CTeHH, KOTOPOI'0o MHOTO ¥ 6060BbIX U B 0COGEHHOCTH Y COH,
saBysieTcss puToacTporeHoM. aBOHOUIBI TAKXKe 00/1a/Jal0T
MPOTUBOBOCNAJIUTENbHBIM M aHTHOAKTEpPHAJbHBIM Jleii-
CTBUEM, YCKOPSIOT JUNUHBINA 06MeH (Sharova, 2016).

BuocuHTe3 ¢ps1aBOHOUJ OB

®1aBOHOU/IHBIN MYyTh GMOCHHTE3a 06pa3yeT CI0XKHYIO
ceTb, KOTOpPasi IPUBOAUT K 06pa30BaHUIO OT/E/NbHBIX TPy
¢$J1aBOHOW/I0B, BK/IIOYAIOLIMX aHTOIMAHU/IMH, TPOAHTOLKA-
HUAMH, ¢o6adeHOBbIe MUTMEHTHI, $GJIABOHOBI, (JIABOHbI
n usodaBonsl (Winkel et al,, 2008). lllaru 6nocunTe3a duia-
BOHOU/OB (puc. 2) Herioxo usy4densl (Holton, Cornish, 1995;
Winkel, 2008). XasiKoHCHHTa3a KaTaJu3UpPyeT KOHAEHCALIUI0
ManoHU/1-CoA u p-Kymapous-CoA 10 TeTparuJpoKCUXanKo-
Ha. XaJKOHM30Mepas3a KaTajJU3UpyeT cTepeocnenuduyie-
CKYI0 U30MepU3aLHI0 KeJITO-0KPaIleHHOI'0 TeTParupoKCcH-
XaJIKOHAa B HEOKpalleHHbI HapUHTeHWH, KOTOpbIA ¢uia-
BOH-3-THUJPOKCHJIa30! NpeBpaliaeTcs B JUTHAPOKEMPEPOJI.
Jurngpoxemepos ruipokcuaupyetcss ¢paaBoHOU-3 -TUA-
pOKCcHJIa30i € 0O6pa3oBaHHEM JUIHJPOKBepIeTHHA WJIU
¢saBoHOU-3'5 -TUIPOKCUIA30UA 10 JUTUAPOMUPHULETHUHA;
3TOT ke PepMEeHT MOXKeT MpeBpaliaTh JUTHPOKBEPLETHH
B AMTUAPOMHUPHULIETHH. [AUrnApodIaBOHOIBI peBpallaioT-
cs1 B Gu1aBaH-3,4-uucAnoIbl (JIEWKOAHTOLMAHUAWHDI) JUTH-
ApodaBoHOI-4-peiyKTa30i. Jlasiee oCyLeCTBJISETCS OKUC-
JIeHWe, JeruapaTanrs Y IVIMKO3UAAnus JeHKoaHTOLMaHU-
JVHOB C 06pa30BaHUEM aHTOIMAHUUH-3-TJINKO3KU/[0B. 3a-
TeM OHU MOAUPUIMPYIOTCS IMIMKO3UAALMeEH, MeTUIMpPOBa-
HUeM U anetuaupoBaHueM (Holton, Cornish, 1995).

CHHTe3UpysCh B IIUTO30JIe, aHTOLIMAHU/IUHBI TPAHCIIOP-
THUPYIOTCA B BaKyOJIM KJIeTKW. Ha JaHHBbII MOMEHT 0CTaeTcs
OKOHYaTeJIbHO HeN3BEeCTHO, KaK aHTOI[MaHHU/IUHbI TONaJa0T
B BAaKyOJIb — UCII0/Ib3Ysl Be3UKYJbl UM HANPSAMYIO U3 IIUTO-
30s151. Bo3amoxkHO, BepHbI 06e runotessl (Electronic Supple-
mentary Materials, Suppl. 2)? (Kitamura, 2008).

AxTuBanus 6uocuHTe3a GJIABOHOU0B KOHTPOJIUPYETCS
KOMILJIEKCOM TPaHCKPUIMIMOHHBIX ¢akTopoB MBW (MYB,
bHLH u WD40), xoTopble CBSI3bIBaeTCs C IPOMOTOpPAMHU Tre-
HOB - depMeHTOB 6GuocuHTe3a ¢aaBoHOUAOB (Strygina,
Khlestkina, 2017). ®1aBOHOUAHBINA NMYTh HAXOAUTCS TMOJ
YKECTKUM KOHTPOJIEM T€HOB Pa3BUTHS U MHOTOYMCJIEHHBIX
YCJIOBUH OKpY»Kalollled cpefbl, U3 KOTOPLIX Haubosee U3y-
YEHHBIMHU fIBJISIIOTCS CBET U TOPMOHBL. L[BeT pacTUTe/bHbIX
TKaHeH 3aBUCUT He TOJIbKO OT CTPYKTYpPbl CAMHUX COeJHHe-
HUH U pH cpeAbl, HO U OT OKpY>KalOLIUX YCJIOBUN pacTeHUs,
TaK Kak NpHu cTpecce (6MOTUYECKOM M aGMOTHYECKOM) KOH-
LleHTpalus JaHHbIX MUTMEHTOB Bo3pacTaeT (Britton, 1986;
Pourcel et al., 2007).

YacTo okpacka aHTOLMAHOB MOAUUIUPYETCS B3aUMO-
JleCTBHMEM C HOHAM{ MeTa/lIOB U KOMUTMeHTaunueu c dua-
BOHaMM. B Bakyossix dopMmupyeTcss HaJMOJIEKY/IsPHBINA
€aMOCOOUPAIOLIMKACA KOMIIJIEKC — MeTa/JIOAaHTOI[MaHUH, CO-
CTOSILIMHA M3 aHTOIMAHOB, GJIABOHOB U MOHOB MeTAJIJIOB
B COOTHOIIEHUHU 6 : 6 : 2. ITOT KOMILJIEKC 4acTO HMeeT CO6-
CTBEHHOe Ha3BaHUe: TaK, y Commelina communis L. 3To KoM-
MeJIMH, NPUAILUM BeHUUKY rosy6oi nget (Yoshida etal,
2009).

2[IpuioxkeHue 2 Mpe/[CTaBJIEHO B OHJIalH-popMaTe. JJIeKTPOHHAs
Bepcus cTaTbU: https://doi.org/10.30901/2227-8834-2025-1-242-
256 / Electronic Supplementary Materials, Suppl. 2. The online version
of this article: https://doi.org/10.30901/2227-8834-2025-1-242-256

®epmeHTHI 6MOCHHTE3a $PJIABOHOUA0B OTHOCATCS K pas-
HBIM KJIaCcCaM. OILHI/IM U3 HauboJiee HN3Yy4YE€HHBbIX CYUTACTCA
kJacc nutoxpomoB CYP450. K Hemy oTHOcsaTcs F3’Hu F3'5'H.
B naHHOM paboTe Mbl OCTAHOBMMCSI HA paCCMOTPEHUU reHa
F3'5'H.

depMeHTHI Kj1acca putoxpoMm P450 (CYP450)
y pacTeHuii

[IpoayxT reHa F3’5’H OTHOCUTCS K KJIacCy 6eJIKOB IIUTO-
xpomoB P450 (CYP450). 3Tu 6esiky NOI/IOMAIOT CBET C AJIH-
HOH BoJiHbI 450 HM (Xu et al,, 2015).

LuTtoxpombr P450 - reMoTHOIaTHBIE KOHI|EBbIE MOHO-
OKCHUI'€HAa3bI, IepeHocAllne OAUH aTOM MOJIEKYJIAPHOI' O KHC-
sopoga no cBsa3aM X-H, rae X moxkeT o3Hayatsb -C, -N uau -S
cy6CTpaTa C COMyTCTBYIOIIMM BOCCTAaHOBJIEHHEM OCTaBIIIe-
rocs aToMa KUC/I0poa o Bojbl. AkTuayus O,, onocpezo-
BaHHas CYP450 c yuactuem NADPH, npuBoauT k o6pa3oBa-
HUI0 KeTOHOB, CIIUPTOB, aJbJIerH/I0B, 3MOKCHU/0B U Kap6o-
HOBBIX KUCJIOT 1o cxeme: RH + O, + NAD(P)H + H* — ROH +
H,0 + NAD(P)* (Minerdi et al., 2023).

[Ipeanosiaraercs, 4To ¢pepMeHTH — LUTOXPOMbl P450 -
CIy’)KaT MeCTaMM 3apoXJeHHsT MeTaboJI0OHOB, BpeMeHHBIX
M0JIN6ENKOBBIX KOMILJIEKCOB, COCTOSIIIMX K3 Pa3JUIHBIX
bepMeHTOB, KOTOpble 06eCleYMBAIOT CBSI3bIBAHHE C CyO-
ctpatoM. OHM OT/IMYAIOTCA OT MY/NbTH(PEPMEHTHBIX KOM-
IJIEKCOB T€M, YTO ABJIAKOTCA BDEMEHHBIMY, A HE TIOCTOAHHBI-
MU U IO3TOMY UMEKT 3HAYUTEJIbHO 6oJiee HU3KHE KOHCTaH-
Thl auccouuanuu. CYP75B1 MoXKeT CIy>KUTb MeMOpPaHHbIM
AKopeM AJis1 GJIaBOHOUAHOTO MeTab0JIOHa, HO OH He SIBJIS-
eTcsl KPpUTHYECKUM JJIs UX MeMOpaHHOU acconuauuu (Bak
etal, 2011).

CYP450 - 3TO JnpeBHHE GeJIKH, pacnpoCTpaHEeHHbIe BO
BCeX L[apCTBax opraHu3moB. OnucaHo okoJio 11 500 6esnkoB
cuctembl CYP y 6akTepuit 1 apxel, y KOTOPBIX 3TH 6eJIKH Ha-
XOASITCS B IUTOIJIa3Me; B 3BOJIIOIIMOHHOM CMBIC/IE 3TO HaH-
6oJiee peBHAA ¢opma nuroxpoma P450. Y sykapuotude-
CKHX opraHusMoB P450 ABJAI0TCI MeMOpPaHHBIMU GeJIKaMHU.
Y yenoBeka cucrema quToxpoma P450 yyacTByeT B OKuCIIe-
HHUH MHOTOYHCJIEHHBIX COGAHHEHHﬁ, KaK 3H/JOreHHBbIX, TaK
Y 9K30TeHHbIX. PepMeHTbl 3TOH I'PYNINbl UTPAIOT BAXKHYIO
poJib B 0OGMEHe CTEPOH/OB, KeJTYHBbIX KUCJIOT, HEHAChIIeH-
HBIX KUPHBIX KHUCJIOT, GEeHOJIbHBIX MeTaboJIUTOB, a TaKKe
B HeUTpasiM3aluu KCEHOOUOTHKOB (JIEKAPCTB, 51/10B, HAPKO-
TuKoB) (Minerdi et al.,, 2023).

CYP450 cocraBsisieT okosio 1% OT pacTUTEJBHOIO Mpo-
TeoMa U SIBJISIeTCS CaMbIM OOJIbIIUM CeMeHUCTBOM depMeH-
TOB, KOHTPOJIMPYIOIIUM NEePBUYHBINA U BTOPUYHBIN MeTabo-
ausM (Babu etal, 2013). ¥ pacrenu#t CYP450 yvacTByoT
B OMOCHHTEe3€e CTPYKTYPHBIX NOJMMEPOB, B TOM YHUCJIE KOM-
IMOHEHTOB KJIETOYHOM CTEHKH, ABJIAKTCA YJIEeHAMW NOYTH
6MOCHHTe3a KCAaHTOPHU/IIOB, THAPOKCUINPYSl 6eTa- U raM-
Ma-KoJIblla KapOTHUHOW/OB, KOHTPOJHUPYIOT MeTaboJIM3M
TOPMOHOB Y FOPMOHAJIBHYI0 Iepejady curHaaoB. CYP450
OTBEYalOT 3a Pa3BHUTHE KOpPHEH M LIBETKOB, POCT IJIOJOB,
KOHTPOJIUPYIOT KJIETOYHOe JesieHHe, 3KCIAHCHUI0 KJIETOK,
nrddepeHIIMPOBKY COCYAOB, Y4YaCTBYIOT BO B3aWMOJei-
CTBUM MeXJy PpacTeHUSAMMU W MUKpoopraHusmamu. lluto-
xpombl P450 3auiarT pacTeHre OT MaTOreHOB, 06e3BOXHU-
BaHUf, yabTpaduoseToBOoro obaydyeHUss MU 3acyxd. bosee
Toro, CYP450 urpaioT BaKHyI0 poJsib B QHU3MOJIOTHYECKUX
npoleccax, TaKMX KakK JeTOKCUKalMs, aJlalTalluOHHbIe pe-
AKLMH K TsHKEJbIM MeTaJslIaM, CoJIsIM U repounuaam (Minerdi
etal, 2023).

BeigensoT yetnipe kiaacca CYP450 (Rupasinghe etal.,
2003):
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Puc. 2. BuocunTe3 ¢p1aBoHoUA0B y yas (Camellia sinensis (L.) Kuntze): CHS - xankoHcuHTasa; CHI - xankoH-n3oMepasa;
F3H - praBaHoH-3-ruapokcunasa; F3’H - diaBonou -3’ -rugpokcunasa; F3’5’H - duaBoHoua-3',5 -ruipokcniasa;
DFR - guruzapodsaBoHos-4-penykrasa; FLS - ¢siaBoHos1-cvHTa3a; LAR - eliKoaHTOLMaHU/JMH-PeAYKTA3a;

ANS - anTonuanuAnH-cuHTasa; ANR - anTounanuguu-peaykrasa; UFGT - UDP-rinko3u-¢iaBoHOUA-
rukosuatpancdepasa; UGGT - UDP-rmtoko3a-ramnons-1-0-f-D-rnoko3untpancdepasa; ECGT - anukaTexuH:
1-O-rasnoun-B3-D-rroko3a-0-ramtountpancdepasa (mo: Wang et al., 2014)

Fig. 2. Biosynthesis pathway of flavonoids in tea (Camellia sinensis(L.) Kuntze): CHS - chalcone synthase; CHI - chalcone
isomerase; F3H - flavanone 3-hydroxylase; F3’H - flavonoid 3’-hydroxylase; F3’5’H - flavonoid 3’,5’-hydroxylase;

DFR - dihydroflavonol 4-reductase; FLS - flavonol synthase; LAR - leucoanthocyanidin reductase; ANS - anthocyanidin
synthase; ANR - anthocyanidin reductase; UFGT - UDP-glycose flavonoid glycosyltransferase; UGGT - UDP-glucose galloyl-1-
0-B-D-glucosyltransferase; ECGT - epicatechins: 1-0-galloyl-B-D-glucose O-galloyltransferase
(according to Wang et al., 2014)
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e I xnacc. llutonnasmarudeckue CYP450 HaijeHbI
y 6aKTepui, BO BHYTpeHHeld MeMOpaHe MUTOXOHAPUH Io-
3BOHOYHBIX, HACEKOMBIX U HEMATO/, UCIOJIb3YIOT PelyKTasy,
cozepauryto FAD v 6esloK, BK/IKOYAIOIINH XKeJIe30 U CEPY.

e [l kjacc HaiijieH y Mpo- M 3yKapHoOT. Y 6aKTepuil 3To
LMTOIlJIa3MaTUYECKUH 0esIoK, HCHOJb3YIIUN peayKTasy,
comepxaugyto FAD/FMN, npucoeiHeHHYIO K KaTaJUTHYe-
ckomy CYP450. Y aykapuot CYP450 Il knacca u3BecTHBI AJ1s
MHOTHMX THUIIOB KJIETOK, I/leé HaxoAATCS B 3HJOIJIa3MaTHyde-
ckoM petukynyme (3P), ucnosbsyror NADPH-3aBucHMyIO
P450-penykTa3sy u, uHorzaa, NAD-3aBUCHMYI0 pelyKTasy Li1-
TOXpoMa b5 B COYETAHUHU C UTOXPOMOM b5.

o Kuacc Il onucaH A1 pa3/IMyHbIX CyOK/IETOYHBIX JIOKa-
JIU3alMH Y )KUBOTHBIX U pacTeHui, rae CYP450 sBastoTcs
CaMOJIOCTAaTOYHBIMU (QepMeHTaMH, CMOCOGHBIMU TNPHUHMU-
MaThb 3JIeKTPOHBI HenocpecTBeHHO U3 NADPH (ToT ecTh UM
He TpebyeTcs mapTHeP [/l TepeHoca 3JeKTPOHOB), U/WUIU
OHU HCNOJIb3YIOT ajJbTepHAaTHBHbIE JOHOPBI KHCJIOpOAA
B CBOMX peaKIHUsX.

e Kuacc IV HaiifeH y rpu6os, rage CYP450 npunumaer
3JIEKTPOHBI HenocpeAcTBeHHO U3 NADH.

Y pactenuii gasa CYP450 npuHsaTo BeifensaTs 10 rpynm —
ks1aHOB (clan) cemeiictB CYP, Ha3BaHHBIX [0 [IEPBOMY OIH-
caHHOMy ceMelicTBy, HanpuMep CYP71, rae CYP - npunag-
JIEXXHOCTB K Kisaccy nurtoxpoma CYP450, a71 - HOMep ce-
merictBa (Nelson, 2018). 3Tu KJIaHbI CrPYNNUPOBAHEI B /iBE
OCHOBHbIe KJaZbl - THUIN A, K KOTOPOMY OTHOCHUTCS KJaH
CYP71, oTBeTCTBEHHBIN 32 GHUOCUHTE3 BTOPUYHBIX MeTa60-
JINTOB, ¥ He THN A, Ky/Zja BXOJST OCTaJbHble 9 KJIAHOB C Apy-
rumu ¢oyukuusamu (Bak etal, 2011). BoabmUHCTBO pacTu-
TesibHbIX CYP acconmupoBaHo ¢ MeM6GpaHo#l AP u Hy»1aeTcs
B NADPH-3aBucumout P450-penykrase (Seitz etal, 2015).
[IpoxyxT reHa F3’5’H, paccMaTprBaeMbIi B JAaHHOW CTaThbe,
OTHOCUTCH K Ks1aHy CYP71.

Y nbHa HangeHo 334 rexHa, NpeANnoJIOKUTENbHO KOLUDY-
tomux CYP450, cpean KOTOPBIX €CThb NMPEACTABUTENN BCEX
10 ks1aHoB (Ta6sauna) (Babu et al.,, 2013).

Ta6auna. Knaccugpukanms cemeiictB renoB CYP450 pacrenuii (mo: Babu et al,, 2013; Xu et al., 2015; Nelson, 2018)
Table. Classification of the CYP450 plant gene families (according to Babu et al., 2013; Xu et al., 2015; Nelson, 2018)

Yucao
Knan / ceMeucTB / Ha3BaHmue ceMelcTB / OcHOBHbIe QYHKIIUM GEIKOB /
Clan Number of Family name Major functions of proteins
families
CYP51 1 CYP51 peryJisinys CHHTe3a CTEPOJIOB
CYP71 CYP73* CYP75 CYP76 CYP77 CYP78 CYP79 MOZHbHKALISA NPOAYKTOB
vP71 26 CYP80 CYP81 CYP82 CYP83 CYP84 CYP89 CYP92 o HMaTHL(‘)m AN
CYP93 CYP98 CYP99 CYP701 CYP703 CYP705 DOH3BOMHbIX y
CYP706 CYP712 CYP719 CYP723 CYP726 CYP736 P A
CYP72 8 CYP72 CYP709 CYP714 CYP715 CYP721 CYP734 KaTa60JIM3M U30IPEHOUHBIX
CYP735 CYP749 rOPMOHOB
CUHTE3 MPOU3BOHBIX
CYP74 1 CYP74 OKCHUJIMITMHA U OKCUJA
aJlJleHa OKTa/leKaHOUHbIM
Y )KaCMOHATHBIM My TSAMHU
MOAMPUKAIHS TUKINYECKUX
CYP85 CYP87 CYP88 CYP90 CYP702 CYP707 TepIeHOB U CTEPUHOB B Ipoliecce
CYP85 15 CYP708 CYP716 CYP718 CYP720 CYP724 CYP725 CUHTe3a 6pacCUHOCTEPOU/IOB,
CYP728 CYP729 CYP733 a6CIM30BOM KMCIOTHI
Y TU66epesiInHa
CYP86 CYP94 CYP96 CYP704 CYP730 CYP731 TUJPOKCUIUPOBAHUE XKUPHBIX
CYP86 7
CYP732 KUCJIOT
CYP97 1 CYP97 TUAPOKCUINPOBAHUE
KapOTUHOU/I0B
CYP710 1 CYP710 KOHTpPOJIb CUHTEe3a cTepoJ-C22-
JlecaTypasbl
CYP711 1 CYP711 bYHKIMA HEM3BeCTHA
CYP727 1 CYP727 bYHKIMS HEM3BeCTHA

[IpuMeyaHue: * - KypcMBOM OTMeYeHbI CEMeICTBa reHOB, He HalJleHHbIe Y JIbHA; XXUPHBIM LIPUPTOM — ceMelHCTBa reHOB, UMeolI1e Mo-
BBILIEHHBIH yPOBEHb aMIJIMQUKALMH [0 pe3y/ibTaTaM TPaHCKPUIITOMHOro aHaiu3a y ibHa (Babu et al,, 2013)

Note: * - gene families not found in flax are italicized; gene families with increased amplification levels according to the transcriptome

analysis results for flax are boldfaced (Babu et al., 2013)
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®epmenTh! ki1aHa CYP71

Kian CYP71 camblil KpynHbIF U3 10 uMeroLuxcs y pacre-
HUH U cocTaBJsieT 6osiee 60% OT BCeX U3BECTHBIX ¥ HUX LIU-
ToxpoMoB (cM. Tabuniy) (Nelson, 2018).

®epmenTrl kjmaHa CYP71 yyacTBylOT B MoAudUKaluu
NPOAYKTOB LIMKMMATHOTO IyTH 6MOCHHTE3a BTOPUYHBIX Me-
TabOJMTOB U MX NPOM3BOAHBIX, TAKUX KaK TepIeHOW/bl
(CYP82G1, CYP701A8, CYP706B1, CYP706M1), dbs1aBOHOUABI
(CYP75, CYP82D, CYP93), dennnnponanouasl (CYP73A15,
CYP98), rmokosuHosatel (CYP79F1, CYP81F, CYP83Al,
CYP83B1) u nuanorenHble raokosuasl (CYP71, CYP79),
a Tak)xe ropMoHOB - aykcuHa (CYP79B2/B3 u CYP83) u ru6-
6epesinHa (CYP701A8). CYP82D - psraBoH-6-ruapoKcUIasa
U 7-AeMeTHa3a — y4acTBYIOT B GJIaBOHOH/JHOM GHOCHHTE3€e
y 6a3unnka, CYP93 - ¢psiaBon-cunTasa Il - yyactByet B duia-
BOHOUZHOM OuocuHTe3e y puca. 'eHbl cemeiictBa CYP75
KOAUDPYIOT GJIaBOHOUA-3’-TUAPOKCHIA3y U $1aBOHOUA-3'5'-
TUAPOKCHJIA3y, KOTOpble Y4acTBYIOT B GUOCHUHTe3e 060JIb-
IIMHCTBA aHTOLMAHOB BUHOTPaja M JPYyrux KyabeTyp (Xu
etal, 2015).

Knan CYP71, no pesynbpraTaM ¢puIoreHeTHUYECKOr0 aHa-
1133, Haubosee 6,1M30K K Ki1aHaMm CYP727, 97, 86 u 72 (Nel-
son, 2018).

BosabmunacTBo (190) u3 334 reHoB CYP450 y sibHA OTHO-
carca k 17 ceMelcTBaM, NpUHaJJexKalMM K kiaany CYP71.
TosibKO 6 U3 HUX OTHOCATCS K ceMeicTBy CYP75. Y ibHa 3TO
CeEMEeMCTBO HEOJHOPO/IHO, TaK KaK PpUIOTeHETUYECKUH aHa-
a3 kaaHa CYP71 nokasas, 4TO NPOAYKTHI NIEePBbIX TPeX re-
HoB ceMelicTBa CYP75 rpynnupytorcst c CYP76 u 706, a BTO-
pbix - c CYP84, 71, 81, 2,93 u 712. lnsa nibHa nomumo CYP75
60JIbLIION HWHTEepec NpeJCTaBIsAIT GepMeHThI, y4acTBYIO-
e B GUOCHUHTE3€e ayKCHHOB U rMO6epelJIMHOB — KaK pery-
JIITOPOB pPOCTa, a Take KoHTpoJsupywomue (CYP73A15)
OGUOCHHTE3 INTHUHA — BellleCTBa, CHMXKAIOIEro KauecTBO BO-
JIOKHA y JibHA. [/l JIbHA NUILEBOro UCIOJb30BaHUSA MpeJ-
CTaBJISIOT HHTEPEC LIUTOXPOMBI, y4aCcTBYIOLIMEe B GUOCHHTE-
3e UaHoreHHbIX mIoKo3uAoB (CYP71, CYP79) - anTunura-
TeJIbHBIX BelleCTB B ceMeHax (Babu et al., 2013).

Hasnnyue GoJibliero yrc/a reHoB, OTHOCSIINXCS K KJIaHY
CYP71, no cpaBHeHHIO CTreHaMH Jpyrux kjaaHoB CYP450,
yKa3blBaeT Ha GLICTPOe 3BOJIIOIMOHHOE PacnpocTpaHeHHe
reHoB CYP71 y sibHa. BoJsiee paHHUe Uccief0BaHUs IPeAINO-
Jlarajiy, 4To TeHbl, He oTHocAwuMecd kiaany CYP71, apaarorcsa
6osee apeBHuMH, yeM CYP71, u ux cTpoeHue TpebyeT
6oJiblile BpeMeHH [JJIs1 JYTJIMKALUU U IeperpynirpoBKY Te-
HOB, YTO CIOCOOCTBYET HUX MeJJIeHHOW 3Bositonuu (Babu
etal, 2013).

CemeiictBo CYP75 urpaet BaXKHy0 poJib B GUOCUHTE3E
dJ1aBOHOU/OB U aHTOIMAHOB. Ko/IM4ecTBO rUAPOKCUIBHBIX
rpynn B B-koJsiblle aHTOLMaHUANHOB, XpoMOOPOB U Mpes-
IIeCTBEHHUKOB aHTOLIMAHOB BJIMAET Ha I[BET aHTOL[MAHOB —
4yeM UX 60JIbIlle, TEM LIBET 60Jiee CHHUN. XapaKTep TUAPOKCH-
JMpoBaHus onpefensercs 6enkamu CYP75: ¢raBononp-3’-
ruapokcunazon (F3’H, EC 1.14.14.82) u ¢sraBoHOUA-3'5'-
ruapokcuaasont (F3°5°H, EC 1.14.14.81), KoTopble OTHOCATCS
k nogcemericream CYP75B u CYP75A coorBeTcTBeHHO. 06a
depMeHTa 06/1a1aI0T MIUPOKON Cy6CTPAaTHOM crenudprUIHO-
CThI0 M KaTaJU3UPYIOT THMAPOKCUINpPOBaHHE ¢JIaBaHOHOB,
AUTUAPodIaBOHOJIOB, GJIABOHOJICOAEPKAIUX COEJUHEHUI
Y Gp1aBOHOBBIX KUCJAOT. F3’H kaTanusupyeT 3’-rUApOKCUIN-
poBaHue B-kosibua ¢sraBoHOUAA A0 3,4’ -TUAPOKCUIMPOBAH-
Horo coctossuus. Katanus F3’H npuBOAUT K 06pa3OBaHHIO
3’4’5’ -ruApOKCUIMPOBAHHBIX AHTOLIMAHOB HA OCHOBE JieJib-
dUHNANHA, KOTOpble, KaK NMPaBUJIO, UMeIT GHOJIeTOBYIO/
CUHIOI0 OKpacKy. CX0ACTBO OC/Ie/0BaTeIbHOCTEHN 3THX IBYX

MO/ICEMENCTB coCTaBJsieT 0KoJIo 50%, 4TO yKa3bIBaeT JIUO0
Ha TO, YTO MX PACXOXKJEeHUe BOCXOJUT K paHHEH 3BOJIIOLUHU
pacTeHHUH, MO0 HA TO, UTO B [IOCJIe/HEEe BpEMS MPOU30LLIa
6picTpas 3Bostonus reos (Koolman, Roehm, 2004; Seitz
etal,, 2015). B To Bpem# kak F3’H npuUCyTCTBYeT NpaKTH4e-
CKM y BCexX BBICIIMX pacTeHuH, F3’5’H pacnpejesieH Hepas-
HoMepHO. F3’5’H 110 MeHbllIed Mepe ecTb pa3 He3aBUCUMO
3BOJIIIMOHUPOBAJ U3 NpeJlIeCTBEHHUKOB F3’H y NByA0/b-
HBIX PacTeHHUH, B JONOJHEHHE K «00bIYHOMY» F3’5°H, KOTO-
pbIi cdopMHUpOBaJICS Ha paHHEH CTaJMU 3BOJIIOIUYU pacTe-
Hui (Lam etal, 2015; Seitz etal, 2015; Sudarshan etal,
2017; Irmisch et al,, 2019).

dnaBonoup 3,5’ -rugpokcunasa (F3'5'H)

®epment F3’5’H cunTaeTcst 0JHUM U3 IJIaBHBIX Y4aCTHH-
KOB GMOCHHTe3a IMTMEHTOB OKPAacKH IiBeTKa. Ero ocHoBHas
GYyHKLMA y 60JIBIIMHCTBA PacTeHUH — IpeBpalieHre JUTU/-
pokeMideposia B JUTHIPOMUPUILIETHH. 3aTeM Apyrue dep-
MeHThI, HanpuMep DFR, ANS, FGT, npeBpaiatoT ero B ieJjib-
buHUANH.

I'en F3’5°H BbINOJHAET U Apyrve GYHKLUU B PACTEHUSX.
Tak, ¢ TOMOIIbIO TeTePOJIOTUIYHON IKCIPECCHU B TPAHCTEH-
HBIX PAaCTEeHHUSX U JPOoxKax Obla0 MokaszaHo, 4To F3’5'Hs
TUAPOKCUIUPYIOT MIUPOKUH CIEKTP (GJIaBOHOUAHBIX CY6-
CTPAaTOB, BKJ/AOYasd HAPUHT€HWUH, SPUOJUKTHOJI, JUTUIPO-
keMbepos, kemndepos, kBepueTHH U anureHuH (Tanaka
etal,, 1996; Olsen et al,, 2010; Wang et al,, 2014).

Y pacTeHuil 4ad NpoOAeMOHCTPHMpPOBAaHA BeAyllas pPOJib
F3’5’H, cBsi3aHHasi He ¢ OMOCHHTE30M aHTOIMaHOB, a c 3,4/,
5’-TPUTHAPOKCUINPOBAHHBIMU JiaBaH-3-0/1aMU (KaTexXUHa-
MH), HanboJsiee pacnpocTpaHeHHbIMU (JIABOHOMJAMHU Yai-
HBIX JIMCTbE€B B OTJIM4YHE OT MMEKIIHNXCAd B 6oJiee HU3KHUX
KOHLIeHTpanuax 3'4’-AurupoKCUINPOBAHHBIX KaTEXUHOB.
CozeprkaHue 60JIbLIMHCTBA GJIABOHOU0B, TAKUX KAK raJljio-
WJIMPOBaHHbIE KAaTE€XWHbI, IPOAHTOLWUAHUIUHBI (Ta}cme Ha-
3bIBaeMble KOHA€HCHPOBAaHHbBIMHU TaHI/lHaMI/I) W aHTOLMAaHHU-
AHWUHOB, CaMO€e BbICOKOE B BeryL[Ie‘-IHOﬁ IMMOYKe U MepBoM Jin-
CTe, IOCTENIeHHO YMEeHbIIAeTCs 110 Mepe Pa3BUTHSA JIUCTHEB.
[TokazaHo, uyTo 3kcnpeccusi CsF3’5’H TkaHecnmenudryHa
Y TECHO CBsI3aHA C HAKOMJIEHHUEM KOHEYHBIX MPOAYKTOB —
¢$J1aBOHOU/I0B B YalHBIX JIUCThsAX. ['eH CsF3’5’H BBICOKO 3KC-
MPeCCUPYeTCs B JIUCThSX U CTeOJIE, MAaKCHMAJIbHO — B BEPXY-
LIEYHOU MOYKe U Ha 0YeHb HU3KOM ypOBHe - B KopHe (Wang
etal, 2014).

B nponecce pasBUTHUA IJIOABI XYypMbl HaKallJIMBAKOT
60JIbLIIOEe KOJIMYeCTBO NpoaHTonuanuauHa (PA), wim koH-
JIeHCHPOBAHHbBIX TaHUHOB. XypMa Crnoco6Ha 06pa3oBbIBATh
MapTeHoKapnuieCcKre mnjaoabl. HJIOAI)I COPTOB He BAXYyLIEro
THIIQ, Y KOTOPBIX IPU ONBbIJIEHUU HE MEHAETCA BEeT MAKOTU
mioga (pollination-constant and non-astringent - PCNA), Te-
PSAIOT CIOCOGHOCTh MpoAylHMpoBaTh PA Ha paHHed cTaguu
pa3BUTHUA IJIOAOB, B TO BpeMA KaK IJIOAbl HOPMaJIbHOTO (He
PCNA) Tuna coxpaHSIOT BbICOKOE cojiepkaHue PA J10 moJiHo-
ro cCo3peBaHHUA. BI)IHBJIEHO, YTO 3a OTCYTCTBHE BAXYILINX
CBOMCTB OTBeYaeT IeH ast, HO MPOJYKT 3TOr0 I'eHa elle He 13-
BecteH (Fujiwara etal, 2022). PCNA-reHsl, Kopupymouiue
F3’5'H 1 aHTOUMaHUAMHPEYKTA3y /151 6UOCHHTEe3a 3MMUraJ-
JIOKaTeXHHa, ToKa3aau 3aMeTHyto down-peryasnuio. Takum
006pasoM, nokaszaHo, 4yto F3’5’H yyacTByeT B 6MOCHHTE3€ Ta-
HUHOB 4ad U XypMbl, HO B OTJIMYHKE OT Yad Y XyPMbI 3TO HeXe-
JIaTeJIbHBIN /17151 CeJIEKIIUH NMPU3HAK.

Okpacka LBeTKa TropedaBKH TpexuBeTHOH (Gentiana
triflora Pall.) onpezenseTcss aHTOLMAHOM — TeHTHO/e/NbOU-
HOM [genbduuuauH 3-0-B-D-riroko3ua-5-0-(6-0-kodeon-
-D-rnroko3un)-3’-(6-0-kodeonn-B-D-rimoko3ng)]. 3a Hee
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Take oTBevaeT red F3’5’H. [Ipu u3y4yeHUU ero 3KCIpeccuu
B ZIPOXOKEBON THOPUAHON CUCTEMeE MO0Ka3aHo, YTO OH UMeeT
LIIUPOKYI0 CYyOCTPAaTHYH CHeUUPUYHOCTb U B JOIMOJIHEHHE
rugpoxkcunupyet ¢aBoHbl, ¢pJaBaHOHBI U AUTHAPOPIABO-
Housbl (Tanaka et al., 1996).

Y puca (Oryza sativa L.) v apyrux 3;1akoBbixX F3’5’H y4acT-
ByeT B 6MOCHHTe3e ¢JiaBOHA TpULMHA (tricin) U3 XpU303pu-
osa (Lam etal, 2015).

Y MoHTOpenuu rubpuaHoi (Crocosmia x crocosmiiflora
(Lemoine) N.E. Br.) F3’5’"H He06x0AUM AJ151 OHOTO M3 3TAIOB
6uocuHTe3a MoHT6peTnHa A (MbA) [MbA; MupuueTuH
3-0-(6’-0-kodpeoun)-B-d-rnuko3un 1,2-B-d-riroko3un 1,2-a-
a-pamHo3up 4’-0-a-l-pamuosun 1,4-B-d-kcunosuj] u ero
npejlIeCTBEHHUKA MUHU-MbA, KOTOpbIe SIBJSIOTCH MOTEH-
[[MaJIbHBIMH HOBBIMH JIEKapCTBEHHBIMU CPeJICTBAMH J1JIS1 JIe-
YeHHUs caxapHoro guabera 2-ro Tumna (Irmisch et al., 2019).

Takum o6pa3om, Ha npuMepe pepmenTa F3’5’H nmokasana
pasau4Hasg cyocTpaTHas crefrdUiHOCTh GepMeHTa, KOTO-
past B IepBYI0 ouepe/ib ONpefiessieTcsl ero KOHCepBaTHBHBI-
MU JIOMEHAaMH U Cy6CTpaT-y3HAOUIMMU CalTaMH, KOTOpble
YaCTO HAXOJsTCS B CAMUX KOHCEPBATUBHBIX IOMEHaX.

KoHcepBaTuBHble joMeHbl CYP450
ToJIbKO HeCKOJIBKO JOMEHOB B IIEPBUYHON aMHUHOKHC-

JoTHOM mocyegoBaTesbHOCTH CYP450 gBJISIIOTCA BBICOKO-
KOHCepBaTUBHBIMHU (pHuc. 3):

anchor
Hinge

Globular domain

® APrUHUH KOHCEHCYCHOU nocyienoBatebHocTH “PERF”.

Cuuraetcs, yTo Tpuaja E-R-R yyacTByeT B dukcauuu re-
MOBBIX KapMaHOB B HYXHOM IOJIOKEHUU U 00€eCleYeHUHr
CTabW/IM3al M COXPAaHEHHON KOPOBOM CTPYKTYphbl. U3 aTux
KOHCepBaTHUBHBIX JOMEHOB T0JIbKO E-R-R-Tpuaja v nucrenn
B reM-CBsI3bIBaIOILlEM JIOMEHE SIBJISIOTCS KOHCEPBATUBHBIMU
BO BCex TocJesoBaTesbHOCTAX P450 pacrenuit (Bak etal,
2011).

Cy6cTpar y3Hawomue caiitel F3’5'H

Crnenuduka paboTel GpepMeHTa ONpeesseTCs ero Cro-
COGHOCTBIO y3HaBaTh Cy6CTpaT U MEHSTh €ro CTpoeHHue
B Hy>kHOUM mo3unuu. [lokasaHo, yto y F3'5’H cymecTtByer
6 cybcTpaT-y3HaWIUX CAaWTOB (substrate recognition site -
SRC) okous1o reMoBo# rpynmel. CYUTaEeTCs, YTO MyTaLMsl B HUX
MOXET BJIMATH HAa QyHKIMI0 pepMeHTa. [Ipy usydyenuu dep-
meHTa PhF3’5’H nypnypHo-okpaueHHoro Phalenopsis, He-
CMoco6GHOTO CHHTe3upoBaTh AeabbuHuAnH u DgF3’5'H, cu-
He-okpaueHHoro Delphinium grandiflorum L., cnoco6HOTO
06pa30BbIBATh JAHHBIM NUIMEHT, MOATBEPXKAEHO HaJu4yue
Tpex KOHCepBaTHUBHBIX y4yacTKoB, BKIo4asd AGTDTS-y4yacTok
CYP450, EXXR-MoTuB, cBsisbIBawIUi Kucaoposa, u FGAGR
RICAG, rem-cBsi3bIBawOLIUK JOMeH. BblM mokaszaHbl aMu-
HOKHUCJIOTHbIE TOC/€e0BaTeJbHOCTH JoMeHOB SRS1 (100-
122 ak oT Havasna 6esika), SRS2 (210-218 ak), SRS4 (296-
311 axk), SRS5 (365-374 ak) u SRS6 (479-497 ak) B PhF3’5’H

5|J|0 aa

[ [

s membrane targeting
hydrophobic segment

cluster of basic residues

cluster of prolines
(often PPGP)

A/G-G-X-E/D-T-T/S "E-X-X-R......R' F-X-X-G-X-R-X-C-X-

oxygen binding and activation

I . .

ERR triad heme binding

P(E)R(Ff = clade signature

Puc. 3. CurHaTtypHbie MOTUBBI 6e1k0B CYP450. Glu- u Arg-comiacoBaHHasi nociaeaoBarteibHOCcTh K-cnupaau (KETLR)
U Arg-comiacoBaHHasi nociaeaoBarebHOCTh “PERF” us tpuaasi E-R-R (Bak et al., 2011)

Fig. 3. Signature motifs of CYP450 proteins. Glu and Arg consensus sequence of the K-helix (KETLR), and Arg
consensus sequence “PERF” of the E-R-R triad (Bak et al., 2011)

e MeM6paHHas neT/ig (membrane hinge), 6oratas npo-
JINHOM I10CJIe/l0BaTeJbHOCTb, OKpY2Kalolllas LIUCTEeHH, KO-
TOPBbIN fAABJISIETCS aKCHUAJIbHBIM JIUTaH/JOM IeMOBOH rpyI-
Ibl;

e [-cnupanb (AGxD/ET), yyacTByouasi B CBSI3bIBAHUU
KHCJI0PO/Ja;

e E-R-R-Tpuaja, cocTosiuiast U3 r/iyTaMUHOBOM KUCJIOThI
Y aprUHMHAa;

® KOHCEeHCyCHas
(KETLR);

noc/j1e1oBaTe/JIbHOCTb K-crmpa}m

u DgF3’5’H (Electronic Supplementary Materials, Suppl. 3)3
(Liang et al., 2020).

Jns SRS6 nokaszaHa koHcepBaTuBHas 06J1actb M [D/E]
Ex[F/Y] Gx[T/S/A] x Q (rze x - 3T0 Jito6ast aMUHOKUCJIO-
Ta), a no3unusa 8 SRS6 - 3To k/04eBass aMUHOKUCJIOTA, KO-
Topasl onpefesgeT QyHKIMOHAIbHOE PACXOX/AeHHe Mex-

3[IpusioskeHue 3 MpeCTaBJIEHO B OHJIalH-bopMaTe. JJIeKTPOHHAS
Bepcus ctaThu: https://doi.org/10.30901/2227-8834-2025-1-242-
256 / Electronic Supplementary Materials, Suppl. 3. The online version
of this article: https://doi.org/10.30901/2227-8834-2025-1-242-256
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Ay F3’Hu F3’5’H. O6a npoananusupoBaHHbix PeF3'Hs-dep-
MeHTa HMeKWT OoCTaToK TpeoHuHa (T) B moJsiokeHuu 8
B SRS6, a Bce F3’5'H u3 6 BupoB dpaseHoncuca u 5 us apy-
TUX POJOB OPXUAHBIX — BasuHa (V). OpHa annens F3'5'H
y Vanilla planifolia conep>uT anaHuH (A) B 3TOH no3unuu
8 SRS6. Kpome Toro, F3’5’Hs umetot gBa nposuHa (P) B no-
3unusax 5 u 10 SRS6 y opxuAHBIX U, HAIPOTUB, GeHHUIaNa-
HuH (F) u rmoramuH (Q) HaxoasaTcs B no3unuax 5 u 10 SRS6
y Delphinium grandiflorum. Pe3yabTaTbl HPOrHO3UPOBAHUSA
CalTOB CBA3bIBAHUA CyOCTpaTa AJisl HAPUHTEHHUHA, JUTHJ-
pokBepuuTHHA W 3puogukTHosa Ha PhF3’5'H u DgF3’5’H
MoKasaJii, YTO apoMaTu4yecKkue KoJibla (B-kosbLo) cy6-
CTPaTOB ObIJIM OPUEHTHUPOBAHbI B HaNpaBJeHUU K N-KOH-
nam SRS4 u SRS1 PhF3’5’H, u, HanpoTus, Kk C-koHLIaM SRS4,
SRS5 n SRS6 DgF3’5'H (cm. Electronic Supplementary Ma-
terials, Suppl. 3) (Liang et al., 2020).

Y actpoBeix SRS4, SRS5 u SRS6 AEeMOHCTPUPYIOT BBICO-
KYI0 CTelleHb COXpaHeHHs IocaefoBaTesbHOCTH: 15, 8 u7
BbICOKOKOHCEPBAaTUBHbIX aMUHOKUCIOT U3 16, 10 u 10 coort-
BeTcTBeHHO,a SRC1, SRC2 u SRC3 umeroT okos10 50% 1 MeHb-
Ile KOHCEePBATUBHBIX aMUHOKHUCIOT (Seitz et al,, 2007).

[Ipy n3ydyeHUM reTeposIOTUYHON IKCIPECCUU XUMEPHBIX
TeHOB, IMOJIY4eHHbIX OT causHus F3’5°H 4as u BUHOTpaja
B IpOXCKEBOM CHCTeMe, ToKa3aHo, 4To N-KoHel depMeHTa, Co-
JleprKallli CUTHAJIbHBIN U JIMJIEPHbINA palioH 6eJiKa, OTBeYaeT
3a nnepeHoc ero B 9P U KOJIMUeCTBO ero B KJIETKe, TOTZAA KaK 3a
06pa3oBaHKe KOHEYHOTO NMPOAYKTA — OCTaBLIASICS YaCThb OeJI-
Ka. C-koHel| pepMeHTa OTBEYAET 3a ero SH3UMATHYECKYIO aK-
TUBHOCTb U CyGCTPaTHYIO CenudUKY, YTO MOATBEPKJAETCS
pa6otamu K. Ceiitc c coaBTopamu (Seitz et al, 2006, uuT. no
Wang et al,, 2014), rae nokasaHo, YTo QYHKIMOHA/IbHBIE pa3-
sununs Mexy F3'H u F3'5'H onpenenstoTcs C-koHuowm. [Toka
TOYHO He fICHO, Kak UMeHHO F3’'5’H pacnosHaeT u npejnovu-
TaeT OAWH M3 BO3MOXHBIX CyGCTpaTOB: TakK, y Catharanthus
rosea L. ¥ IeTyHNU 3TO HAPUHTEHUH U allUTeHHUH, y Osteosper-
mum hybrid L. - HapUHreHUH U AUTHAPOKeMIidepoJi, Torga
KaK y ToMaTa — HapuHrenuH (Wang et al.,, 2014).

['omosiorndeckoe MozieIMpoBaHUE U CAaUT-HaIlpaBJIeH-
HbId MyTareHe3 nojTBepAuJiH, 4yTo no3unus 8 SRS6 aB-
JIleTCs KJII04eBOH B onpe/iesleHUH QYHKIIMOHAIbHBIX pas-
auunit Mexy F3'H u F3’5'H. Bce usBecTHble 10 cUX MOP
F3'H uMewT B3TOM NOJIOXKEHUH OCTAaTOK TPEOHHHA, B TO
BpeMs Kak F3’5'H umerot 1160 ocTaTok cepuHa, 1160 ocTa-
TOK aJJaHWHA. JKCIIePUMEHThl 10 MyTareHe3y MoKas3aJy,
YTO 3aMeHa TPEeOHHHA Ha CEepPUH WJM aJaHUH B II0JIOXKe-
Huu 8 SRS6 moszBossiet F3'H ocymecTBasaTes 3',5-rujpok-
CUJINPOBaHUe in vitro 6e3 CHUXKeHUSI aKTUBHOCTH pepMeH-
Ta. JTU 3aMeHBbl, I0-BUJUMOMY, He SIBJSIOTCSA BpPeJHBIMU
in vivo, Tak e KaK JI0N0JIHUTeJbHble MyTallluH, yCUJIHUBAIO-
mue akTuBHOCTb F3’5'H u cunTte3 34,5 -rugpokcuinpo-
BaHHBIX (JIaBOHOUAOB, MO3TOMY OYAyT HAaKaMJUBATbCH.
To ecTb aBosironuio F3’5H o6yciaBirBaeT HEGOJIbIIOE YHC-
JI0 MyTalUH, He06X0AMMBIX AJIsI UHUIMALUU U YCUJIeHUS
aKTUBHOCTHU 3’,5’-TUAPOKCUJINPOBAHUSA B UCXOAHOM ¢ep-
meHTe F3’H (Seitz et al,, 2015).

Oco6y1o IIeHHOCTb NPeACTaBJISAIOT I0CAeA0BaTeIbHOCTH
F3’5’'H, y KoTOpbIX aHHOTHpPOBaHbI JjoMeHbl U SRS. OHU Ha-
[JISIAHO TOKa3bIBAIOT MO3HUIHI0 3TUX CAUTOB OTHOCUTEJIBHO
Apyr Apyra. Han6osiee ”HGOpMAaTUBHBIMY, HAa Hall B3IJIAJ,
ABJAKTCA mnocaegoBaTtesbHocTd ¢aconu PvF3’5’H (Elec-
tronic Supplementary Materials, Suppl. 4)* (McClean et al,
2022).

*[IpusiockeHue 4 pescTaBJIeHO B OHJIAHH-PopMaTe. JIeKTPOHHAS
Bepcus cTaThy: https://doi.org/10.30901/2227-8834-2025-1-242-
256 / Electronic Supplementary Materials, Suppl. 4. The online version
of this article: https://doi.org/10.30901/2227-8834-2025-1-242-256

B cemelicTBe AcTpoBbIe TOKa3aHa MHOTO3TalHAsA 3BOJIIO-
uus F3’5'H, kotopasi, BeposiTHO, CIOCOGCTBOBAJIA YCIEIHON
JAUBepcUPUKALUKM BHJOB, OCKOJIbKY HaJUYHe aKTUBHOCTHU
F3’5'H nmo3Bo/isieT CUHTE3UpOBaTh aHTOLMAHbI HAa OCHOBE
JAeqbQUHU/MHA, YTO 06ecreyrBaeT 60Jiee MHUPOKUH CIIEKTP
OKpacKH 1BEeTKOB. [I0Ka3aHo, 4TO L{BETHI, ONbLIsieMble Hace-
KOMBIMH, 4acTO COZep>KaT MPOU3BOJHbIe AelbOUHUANHA,
B TO BpeMsl KaK OINblasieMble NTHIAMH IPEeUMylleCTBEHHO
HaKallJIMBAlOT NPOU3BOJHbIE MNEJAPTOHUJHUHA, MO3TOMY
B YMepEeHHOM KJIUMaTe, IZie OCHOBHBIMU OIIBLIUTENSMH SIB-
JISIIOTCS1 HacEKOMbIe, MOsiBJIeHHe AebOUHHUANHA B IIBETKAX
oco6eHHO BaxkHO (Seitz et al. 2015).

[losiyueHNe CHHHUX OTTEHKOB Ha OCHOBe NMPOU3BOJHBIX
JenbQUHUIMHA, a HE [TMaHUJMHA, BepOsITHO, 6oJiee adpdek-
THUBHO M3-3a MEHbLIEro KoJu4ecTBa HEO6XOJHMOI0 KOIUT-
MeHTa. IBOJIIOLIMOHHOE paciupenue 3,4’- 1o 3',4’,5’- ruapok-
CUJIMPOBaHUs TNpeJCTaB/sseT cO60M MyTalUM, CBSI3aHHbIE
c npuobpeTeHHEM HOBOW OQYHKIMHU B CTPYKTYPHOM TeHe,
Y CO3/laeT BETBb CHHTE3a aHTOI[MAHOB Ha OCHOBE /leIbQUHHU-
ArHa. ComyTCTByMOLMe M3MeHeHHUs B Jpyrux ¢epMeHTax,
00CIYKUBAKIUX OMOCUHTE3 aHTOLMAHOB, MOTYT He TOTpe-
60BaThbCsl, MOCKOJIBbKY OHM OGBIYHO CIOCOGHBI TPOU3BOLUTH
AHTOLMAHBl HA OCHOBe JleIbGUHU/ANHA aXKe ¥ BUJ0B, KOTO-
pble B IPUPOJie MPOU3BOJAT TOJIBKO aHTOIIMAHBI HA OCHOBE
yuaHuauHa (Seitz et al,, 2015).

Hackosbpko HaM M3BECTHO, He CyLeCTBYeT BH/JAA C YHU-
kanpHON F3’5'H- m otcytcTByromel F3'H-akTHBHOCTBIO.
Jlaxke 1IBETBHI, CHHTE3UPYIOLIe B OCHOBHOM aHTOIMAHbl Ha
ocHoBe Dp, peako HakamiuBarwoT 3',4’,5’-ruipokcUINpoOBaH-
Hble $JIaBOHBI MM (JIABOHOJIBL. BeposTHO, 3TO CBs3aHO
cTeM, YTO (pJIaBOHOU/IbI BBIMOJHSIOT MHOXXECTBO QYHKIUI
Y CHHTEe3UPYIOTCS He TOJIBKO B [IBETKAX, HO U B 60JIbIINHCTBE
Jpyrux opraHoB. B To Bpemsl kak reH F3’H coxpaHsieTcs
y GOJIBLIMHCTBA BUI0B pacTeHul, F3°5’"H MHOTOKpPAaTHO 3BO-
JIIOLIMOHMPOBAJ Y HEOAHOKPATHO TepsjCs, YTO IpPHBEJO
K ero HepaBHOMEPHOMY pacnpocTpaHeHHIo. [IpumepoM Io-
Tepu akTUBHOCTU depmeHTa F3'5’H saBasiercsa pon Antirrhi-
num (Seitz et al,, 2015).

®. MakKnelin c coaBTopamu (McClean etal.,, 2022) one-
HUJIU pacipejiesieHre, CTPYKTYPHYI0 U3MEHUYUBOCTb U Qu-
sorenuio F3’5'H Ha3eMHBIX pacTeHU ¢ CEKBEHUPOBAaHHBIMU
reHoMaMu. besikoBbIe noc/ieJ0BaTeIbHOCTH ObLJIN BbIGPaHbI
Ha ocHOBe QYHKILMOHAJbHBIX 0COGEHHOCTEHN, KOTOpbIE HEOO-
XO0AUMBI AJis1 GepMeHTAaTUBHOU peakyuu F3’5’H. dToT nog-
X0/l OCHOBAaH Ha aHa/M3e [JOMEHOB, UMEIIUX pelamliee
3HavyeHHe A QYHKIMOHHPOBAaHUS depMeHTa, U NpeJIo-
YTHUTEJbHEe NMPOCTOro MOMCKA FOMOJIOTHMH MOC/Ie0BaTe /b-
Hocrten JHK.

Bouio uaeHTudunupoBaHo 177 mocienoBaTe/bHOCTEH,
Kojupyromux 6esok F3'5’H 129 BU10B Ha3eMHBIX paCTeHUH.
Y 3TuX 6€JIKOB MOCJie BBIpaBHUBAHUS OblJIM BU3yaJTU3UPO-
BaHbl YeThbIpe BBICOKOKOHCepBAaTHUBHbIX MoTuBa CYP450
u mwectb SRSs (puc. 4). SRS1 - Haubosiee BaprabesbHas 06-
JIaCThb € 86 yHUKaJbHbIMU NOC/A€/]0BATENbHOCTAMU. AMHUHO-
kuciaoThl 245H B SRS3 1 302N B SRS4, KoTOpHBIE, KaK OBLIO
[I0Ka3aHO paHee, MO0/BEPTaloTCs MOJ0KUTEJIbHOMY O0T6ODY,
OBIJIM ITOYTH HEM3MEHHBI CpeJid BceX BUI0B. SRS4, KoTopbIit
BKJIIOYAeT B ce6s I-cnupasb, sABJISETCA BaXKHbIM KOMIIOHEH-
TOoM QyHKIMOHaIbHOTO KapMaHa CYP450, yyacTByeT B CBsI-
3bIBAHUM KHCJI0POJA M BBICOKOKOHCepBaTUBeH. Cpeau Bcex
BU/I0B MOTUB [-ctupanu SRS4 6611 HHBapuaHTHBIM. O6HapY-
»Kusn TosibKo 10 mocsiegoBaTenbHocTed SRS5 u 21 BapuaHT
MoTuBa K-crupasy, Tak Kak BApUaHTbl aMUHOKHC/IOT B 3TUX
JIBYX CM@XHBIX 3JIeMeHTaX MOTYT U3MEHSATh I'MAPOKCHUINPO-
BaHue P450 u cTepeoce/leKTUBHOCTb y YeJIOBEKA, a TaKKe
OpHEHTALMIO CBA3bIBAaHUSA CyOCTpaTa y pacTeHud. OfHa 3a-
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Puc. 4. WebLogo-oTo6pakeHue (A) 4yeTbipeXx 0OCHOBHbIX MOTUBOB CYP450 u (B) mectu nocjiesoBaTe/1bHOCTEN
pacno3naBaHus (SRS) F3’5’H 6e/1KOB Ha3eMHbIX pacTeHul. JIoroTHNbl OCHOBAaHbI HA MHOKECTBEHHOM
BbIPAaBHUBAHUH NIOC/I€J0BATE/IbHOCTEMH € HCN0/Ib30BaHUEM BbIpaBHUBAHUS NOC/IeJ0BaTe/IbHOCTEN Gesika
MUSCLE 177 Ha3eMHbIX pacTeHuil U3 6a3 JaHHbIX 10 Phytozome u NCBI (https://phytozome-next.jgi.doe.gov;
https://www.ncbi.nlm.nih.gov). AMUHOKHC/IOTHbIE IO3ULUY OCHOBAHbI HAa NOCJAeA0BaTEe/IbHOCTH 06pa3ua 5-593 u3
Phaseolus vulgaris (no: McClean et al., 2022)

Fig. 4. WebLogo display of the (A) four core CYP450 motifs and (B) six sequence-recognition sequences (SRS) of land
plant flavonoid 3’,5’-hydroxylase proteins. The logos are based on the multiple sequence alignment using MUSCLE of
F3’5’H protein sequences from 177 land plants, identified from an exhaustive search in the Phytozome and NCBI
protein databases (https://phytozome-next.jgi.doe.gov; https://www.ncbi.nlm.nih.gov). The amino acid positions are
based on the sequence of 5-593 of Phaseolus vulgaris (according to McClean et al., 2022)

MeHa, Ala/Ser Ha Thr, Haxogswasica B nosoxeHuu 8 y SRS6,
onpegenser 3'5- u 3’-TUAPOKCUIMPOBAHUE AUTHPOKEMII-
deposia coorBeTcTBeHHO (McClean etal., 2022). Takum 06-
pasoM, 6uonHbOpMATHUEeCKHe [aHHble MOATBEPAUIU
60JIBIIYI0 YAaCTh 3KCIIEPUMEHTAJbHO MOJy4eHHOH HHOOD-
MalUM Y cO6paid CTaTUCTUKY N0 U3MEHYUBOCTH KOHCep-
BaTUBHBIX y4acTKOB F3'5'H.

BeposTHo, BHyTpu kyaHa CYP71 uzeT y>ke TOHKas Ha-
CTpoliKa aKTHUBHOTO LieHTpa ¢epMeHTOB. [Ipu nlydyeHuu
MoJiesieil 4 6e/1IKOB apabU/I0NCHCca, OTHOCAUIUXCS K KJIaHY
CYP71 (CYP73A5, CYP84A1, CYP75B1, CYP98A3), yuacTBy-
IOLUX B GUOXMMHUYECKUX peaKUsAX GeHUANPONaHOUIHO-
ro NyTH, TAKUX KaK CUHTE3 JIUTHUHOB, $JIAaBOHOU/IOB U aH-
TOILIMAHOB, 6bIJI0 IOKA3aHO, YTO HECMOTPS Ha TO, UTO U/IeH-
THUYHOCTb TMEPBUYHON MOCJe/0BAaTeJbHOCTH COCTaBJsAET
Bcero 13%, CTpyKTypHbIe iipa U HECKOJIbKO y4aCcTKOB Iie-
TeJlb 3TUX LIUTOXPOMOB OT/IMYAIOTCS BbICOKOH CTeNEeHbIo
HAEHTUYHOCTH. JIOKKMHI CyOGCTpaTOB MOKas3aJ, 4To Bce
YyeTbIpe pepMeHTa UCMOJIb3YIOT OOy CTPATETUIO UEH-
TUPUKAL MU CBOUX CYOCTPATOB, 3aKJKYAKLYIOCA B TOM,
YTO UX Cy6CTpPaThl, NPOU3BOJHbIE KOPUYHOM KUCJIOTBI, BbI-
CTpauBalOTCA BJOJb CIUpaJu |, npuyeM apomMaTHyecKoe
KOJIBLIO PAcIloJIoKEeHO M0 HalpaBseHHI0 K C-KOHLY 3ToM
cnupasy, a aaudaTudyecKue XBOCTbl — MO HalpaBJIeHHUIO
Kk N-koHLy. B fanbHelimeM 6blJi0 0GHAPYKEHO CXOACTBO
B TOM, KaK Cy6CTpaThl KOHTAKTUPYIOT C KOHCEHCYCHBIMU
callTaMM pacrno3HaBaHUs CyOGCTpaToB putoxpoma P450
(SRS). OcTaTkH, KOTOpbIE, KaK MpejnoJaraeTcs, KOHTakK-
TUPYIOT C apOMaTUYECKUM KOJbIOM, HaxoAsaTcs B SRS5,
SRS6 u C-xkoH1eBOM yacTu SRS4, a ocTaTKU, KOHTAKTUPYIO-
1ye C AUCTAJbHBIM KOHLIOM Ka)XJoro cy6cTpaTa, Haxo-
narcsa B SRS1, SRS2 u N-koH1eBoli yactu SRS4. Pacnosoxe-

HHe 06J1acTeN, KOHTAKTUPYIOIUX C ApOMAaTHYE€CKUM KOJIb-
1OM, YKa3bIBaeT Ha TO, 4To SRS4, SRS5 u SRS6 o6namawT
60JibIlIel YHUKAJNBHOCTHIO, 4eM SRS1, SRS2 unu nosHopas-
MepHbIH 6esok (Rupasinghe et al., 2003).

TakuM o6pa3oM, NMpU aHaJU3e MyTalLUH HEO6XOAUMO
0co60e BHUMaHUe 00palllaTh HAa YYaCTKU TE€HOB, YYacTBYIO-
IIMX BO B3aUMO/IEHCTBUU C CyOCTPATOM, TaK KaK OT HHUX 3a-
BUCUT MNpPUHLMINMAJbHAs BO3MOXXHOCTb B3aWMOJEHCTBHUS
C 1leJIEBBIM BELECTBOM.

MHoOKeCTBEeHHBIH a/1y1e1u3M reHoB F3’5°H

Y cou ecThb cepusa anneneit rena W1 (WIi>wl-lp>wi),
KOHTpoJsupyouero cuate3 F3’5'H. J/lukuii Tun cou umeeT
¢duoseTOBBIE IIBETKH, TOTJA KaK roMmo3urora no wil - Ge-
able, ano wl-Ip - cBetrno-¢uosaetoBbie (Takahashi etal.,
2010). lomuHaHTHasa ajyienb W1 umeeT aauHy 4657 nH,
COZIEP>KUT ABAa UHTPOHA — 754 1 2102 MH COOTBETCTBEHHO.
Jdtot red koaupyeT F3’'5’H gauno#t 509 ak. MyTaHTHas aJj-
snesb wl ‘Williams’ o6ycsiaBirBaeT 6eJ1y10 OKpacKy BeH4H-
Ka W IpejcTaBJseT co60d BCTaBKY AJUHON 65 mH (53 -
BCTaBKa u 12 - 3aMeHa) B TpeTheM 3K30He, KOTOpasi IpUBe-
Jla K IpSIMBIM OBTOpaM AJUHOU 37 1H, pa3/eeHHbIX MO-
cJieloBaTeJIbHOCTHIO B 10 IH, YTO BbIPA3UJIOCh B yBeJnye-
HHUU pa3Mepa ajieau wl Ha 53 nH. dTa BcTaBKa obecnevyusia
CIIBUT paMKU cYUThbIBaHUs (10 ak 3aMeH U CTON-KO/I0H) H,
KakK cJe/ICTBUe, yKOpOUYeHHe NPpoAyKTa Ha 42 ak. [[pumeya-
TeJIbHO, YTO HayaJlo NepBOro IOBTOPA HAXOAUTCs B pailoHe
MOTHBA, ONpeJesAlero oTJIN4Y1e UTOXPOMOB OT Jpy-
rux reM-cojepxamux ¢epmentoB (Zabala, Vodkin, 2007).

MyTaHTHas aanenb wi-lp ‘B09121 onpejessieT cBeT-
J10-$HO0JIETOBYI0 OKPACKY IiBeTKa. [I0 OTHOIIEHUIO K AUKO-
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My THIy 3Ta aJljlelb UMeeT OJHOHYKJIEOTUAHYIO0 3aMeHy
B II0JI0KEHUH 653, YTO NPUBOAUT K 3aMeHe BasinHa 210 Ha
METHOHMUH Yy ero npojykta. MyTtanusa wl cHuxaeT obliee
co/lep’)kaHMe aHTOL{MAHOB 3a CYeT YMeHbIIeHUs KoJuye-
cTBa 3’5"-rupoKCcUI-3aMelleHHbIX IPOJAYKTOB U He TPUBO-
JUT K I0SIBJIEHUIO HOBBIX 3’-MPOAYKTOB. Asens wl-Ip no-
MHUMO CHWXXeHHUSI KoJindecTBa 3’5-rUpoKcuJ-3aMeleH-
HbIX NPOAYKTOB NPHUBOAWT K IOABJIEHHUK IPOU3BOJAHBIX
UaHUAWMHA (MMEeWIUX THPOKCUJINPOBaHUe B 3-10JI0XKe-
HHH). Y TOMO3UTOTHI O aJjieJd W1 CHUXKEHO COZlepiKaHue
¢daBoHOJIOB (KeMIipeposia U KBEPLETHHA) U AUTHApOdIa-
BaHoJa (AuUrugpokeMndeposa), Toraa Kak y roMO3UTrOThI
10 wi-Ip UX CTOJIBKO e, CKOJIbKO y IUKOro TUuna. Mytanus
w1-Ip, BO3MOXHO, NpuBeJia K cHxeHu F3'5'H- u yBesinue-
Huto F3’H-aktuBHocTu dpepmenTa (Takahashi etal., 2010).
TakuM 06pa3oM, HA OJHOW aJlJIeJIbHOU CEPUU TOKA3aHbI
pasauyusg GEeHOTHUIIOB NMPU MyTalMM B Pa3HbIX 06J1aCTAX
reHa.

Ten V (violet, purple) daconu kogupyetr F3’5'H. [lomu-
HaHTHas ajuiesb V JUKoro Tuma o6ycjaBivdBaeT GUOJIETO-
BYI0 OKpacCKy BeH4YHKa. PeljecciBHasi FOMO3UIoTa 110 V UMeeT
GeJiblii 1BETOK, a 10 V% — pO30BbIM. Y peleCCUBHbIX TOMO3HU-
rOT OTCYTCTBYIOT IPOU3BO/HBIE eJbPUHUIMHA U JUTHIPO-
MUpPHILETHHA B [BETKaX U ceMeHax. BbisgB/eHa cepus us 9 as-
Jiesiel, UMEIOIINUX IleHTPaJbHO-aMePUKAHCKOe WM H0KHO-
aMepUKaHCKOe NpOoUCXokKJeHHe W omandawiuxca SNPs
u uHJensaMu. HaleHa asenb, ABAAOLIAACA pe3yJbTaTOM
BHYTPHUTE€HHOTO KPOCCUHIOBEpPaA ABYX ajliesel — eHTpab-
HO- U I0)KHOAMepHKaHCcKoro npoucxoxaenus (McClean et al.,
2022).

PeryisTopHble 061acTu reHOB CYP

Y cennonuu (Saintpaulia H. Wendl), nmerouiel po3oBble
JIETIECTKH C FOJIyOBbIMHM BKpAIJIEHUAMH, NPU Pa3MHOXKEHUU
B KyJIbType TKaHU OblJ BBIIBJEH BBICOKMH IMpPOLIEHT CTa-
OUJIBHBIX MYTAHTOB C IPKO-CHHHUMH, SIPKO-PO30BBIMH, GU-
0JIETOBBIMH U TEMHO-$HOETOBBIMH JIeleCTKaMU, KOTOpbIe
He BO3HUKA/IU NpPU BereTaTHBHOM pa3MHOXXEHHUU. AHaJIW3
MOC/IeIOBAaTEIbHOCTH reHa F3’5’H He BBISIBUJ Pa3IU4YUiA
B KOAMUPYIOLEH 006J1aCTH MeXAy MyTaHTAaMHU U MeCTPbIMHU
0co6siMu. B mpoMoTopHO# 06s1acTH ~50 MH BhILIE 1O Tede-
HUIO y IEeCTPOLBETHBIX PACTeHUH Oblja 06HApy>KeHa BCTaB-
Ka TPaHCII030Ha, NpUHA/JIexallero K cynepcemeicrsy hAT
(AHK LTR-tpancnosons! kuacca ll). Hanuune cBA3aHHBIX
C TPAHCIIO30HOM BCTAaBOK HJIM [leJIeLIUH KOppesnpoBaio
c HabsrojaeMbIMU GEHOTHUIIAaMM OKPACKH I[BeTKa. MyTaHTbI
C IIBETKAMH CILJIOLIHOTO CHHETro LBeTa COJEepKajl BCTaBKHU
8 H (c/1esibl BbIpe3aHUs TPAHCIO30HA), B TO BpeMs KaK My-
TaHTHI C APKO-PO30BBIM L[BETOM MUMEJH BCTaBKU JJIUHON OT
58 g0 70 nH, a MyTaHTBbI ¢ PHUOTETOBBIM U TEMHO-PHOIETO-
BbIM BEHYHMKOM HUMeJH AeJelluu JJMHOU oT 21 10 24 nH co-
OTBETCTBEHHO. BBbISIBJIEHO, YTO YPOBHU 3KCIpPECCHMH TeHa
F3’5’"H KOppeJIMpyIOT CO BCTABKaMU U JieJIeUsIMH, BbI3BaH-
HBIMH y/laJleHMeM TPAHCIO030HA, YTO NMPUBOJUT K Pa3INyuU-
sIM B OKpacke 1jBeTKa (Sato et al.,, 2011). Takum o6paszom, no-
Ka3aHo, YTO Ha I[BET MOKeT BJIHATb IPOMOTOPHAsA 06J1acThb
reHa, a Ha «IeCcTPOTY» — BbIpe3aHHe TPaHCIO30HA, HAXO/s-
1erocs B HeH.

Y yasa ypoBHU 3kcnpeccuu CsF3’5’H B mpopocTKax, Moj-
BEepPrHYThIX BO3/IeMCTBUIO CBETA, 6bLIN B 22,7 pa3a Bbllle 110
OTHOLIEHHIO K KOHTPOJIIO. BBIAB/IEHO, YTO MPOMOTOp reHa
CsF3’5’"H coilep>XUT HEeCKOJIbKO CBETOYYBCTBUTE/bHBIX 3JI€-
MEHTOB; 3TO yKa3bIBaeT Ha TO, YTO CBET MOXKET ObITh KJII0Ye-
BbIM GaKTOpPOM B KOHTpoJie TpaHcKpunuuu CsF3’5°H (Wang
etal, 2014).

T'ennl F3’5°H - npeacraBuTeu noacemerictsa CYP75B

['en F3’5’H BO3HUKaJ B 3BOJIIOLIUHY HEOAHOKPATHO. B nep-
BbI{ pa3, BeposiTHee BCET0, OH 3BOJIIOLMOHHUPOBAJI OT 0OIIEr0
npejika reHoB F3°5’Hw F3’H,a B oCTa/IbHBIX c1y4asx — oT F3'H.
BosnpmnHcTBO reHoB F3’5’H OTHOCATCA K MOACEMENCTBY
CYP75A, To ecTb 3BOJIIOLIMOHHO 6oJiee JpeBHUe. [eHOB, npo-
W30IIeIIHMX B pe3ysbTaTe MyTauuu reHa F3’H u, cooTBeT-
CTBEHHO, OTHOCsIHecs K noaceMeiictBy CYP75B, 3HauuTe /1b-
HO MeHblIe. OHU HaljeHb! y Linaceae - sibHa (L. usitatissi-
mum), y Asteraceae - MOpJloBHUKa 6aHaTcKoro (Echinops bin-
naticus Rochel ex Schrad.), ocreocnepmyma (Osteospermum
hybrida), nunepapuu (Pericallis cuneate Webb & Berthel),
y Pittosporaceae - 6usiapueps! AJMHHOLBETKOBOH (Billar-
diera heterophylla (Lindl.) L.W. Cayzer & Crisp), y Poaceae -
puca (Oryza sativa) v y Iridaceae - MOHTOpeMH THOPUIHON
(Crocosmia = crocosmiiflora). IlpuHaAIEXKHOCTb NMEPBBIX 5 Te-
HOB K nozaceMeiictBy CYP75B noarBepxaaercs u puioreHe-
TUYECKUM aHaJnu30M ux npofayktoB (Electronic Supplemen-
tary Materials, Suppl. 5)%, (Lam etal.,, 2015; Seitz et al,, 2015;
Sudarshan et al., 2017; Irmisch et al., 2019).

Y JbHaA THAPOKCHUJIMpPOBAaHMe (JABOHOJIOB B KoJiblie B
KOHTPOJINPYeTCs reHOM D, B JleriecTKax U CeMeHax TOMO3UTOT
M0 pellecCUBHON asyiesnd d HeT AebQUHUANHA, HO eCTh Ie-
saprouuauH (Dubois et al, 1979). 3ToT ren guavHo 1969 nH,
MMeloIUHi 3 3K30HA U 2 WHTPOHA, ObLI WJeHTUPUINPOBAH
kak F3’5’H, oTHocsaumuicsa k nogcemeictBy CYP75B, HO Ge3
F3’H-akTuBHOCTH. TO €CTH, B OT/INYHE OT JJPYTHUX BU/IOB pacTe-
HUM, ¥ IbHA TPAKTUYECKU He BCTpeYaeTcsl LMaHUWH (C ruj-
pokcu-rpynmnoit B 3’- u 4’-no3unusx). Apyrux F3’H vnu F3’H-
NMOJ0GHBIX [eHOB B IeHOMe JibHa HeT. JTa HoBasg QYHKIUS
¢depmenTa F3'H cBsizana c 3amenoi Thr498 — Ser498 B noJio-
»keHuH 8 SRC6. Ha apyrux o6'bekTax NoKa3aHo, YTO He TOJBKO
3ameHa Thr Ha Ser, Ho 1 Ha Ala TPUBOJUT K U3MeHEHHU IO GYHK-
nuu ¢ F3'H na F3'5’'H (Sudarshan et al,, 2017).

BuoxuMmuueckuil gedekT, HabIOgaeMbld in vivo U 3a-
KJIYawIiuicsa B notepe aktuBHoctu F3'5’H, a He F3'H,
OBIJI YCTAaHOBJIEH HAa OCHOBE aHa/IM3a MO0C/e/0BaTeTbHOCTH
F3’5’H snibHa (521 ak), koTopas Ha 61,7% coBnazaeT no Bcer
JaunnHe c 6enxkoM F3'H, kogupyemom renom Transparent Tes-
ta 7 (TT7) y apabugoncuca (Sudarshan et al,, 2017).

MyTaHTHas annejb d UMeeT OJJHOHYKTEOTHAHYIO Jle-
JIELIUI0 BO BTOPOM 3K30HE, YTO NPHUBOAUT K 06pa30BaHUI0
CTON-KOJI0HA U Gesika B 278 ak BMecTOo 528 aKk y JJUKOTO
Tuna. Pacrenue gukoro tuna no reny F3’5’H uMeeT cuHUM
BEHYHUK M KOPHYHEBble CEMeHa, a MyTaHTHOe — PO30BBIH
BEHYHK U eJiTble ceMeHa (Sudarshan etal.,, 2017).

TakuM 06pa3oM, JIeH OKa3asicsl B MaJIOYUCJIeHHOH IrpyIe
pacTeHHU C «HOBONMPUOOPETEHHBIMHU» TeHaMH, NMPOAYKTHI
KOTOPBIX K TOMY K€ He UMeIOT OTAebHYI0 F3'H-aKTUBHOCT®,
[I03TOMY Hac B IepBYI0 ouepe/ib OyAyT UHTepecoBaThb 6 BU-
Zl0B, y KOTOpbIX F3’5’H, KaK W y JibHa, OTHOCUTCS K IOJCe-
MmelictBy CYP75B. ¥V Bcex HUX, B OTJIMYHE OTO JIbHA, UMEIOTCS
obarena- F3’Hu F3'5'H.

Y AcTpoBbIX U3 TpeX BUZOB ¢ reHoM F3’5’H nojceMeiicTBa
CYP75B (Electronic Supplementary Materials, Suppl. 6)¢ nBa
BH/Ia OTHOCATCS K IoJiceMelCcTBY Asteroideae - mocJieioBa-
TesbHOCTHU F3°5°H y Osteospermum hybrida, Pericallis cruenta

STlpusioxkeHue 5 nMpe/iCTaBIeHO B OHJIAlH-popMaTe. dIeKTPOHHAs
Bepcus craTbu: https://doi.org/10.30901/2227-8834-2025-1-242-
256 / Electronic Supplementary Materials, Suppl. 5. The online version
of this article: https://doi.org/10.30901/2227-8834-2025-1-242-256
S[IpusiokeHue 6 MpeiCTaBJIEHO B OHJIAHH-dpopMaTe. JJIeKTPOHHAS
Bepcus craTbu: https://doi.org/10.30901/2227-8834-2025-1-242-
256 / Electronic Supplementary Materials, Suppl. 6. The online version
of this article: https://doi.org/10.30901/2227-8834-2025-1-242-256
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u kuTaickou actpsl (Callistephus chinensis (L.) Nees) 06pa3y-
10T KJIACTep, a nocaefoBaTeabHOCTU F3’H y aTuX BUA0OB u-
JIOTEHETUYECKHU OTAeJEHbI OT «IeJIMaHTOUAHBIX» F3’H reop-
ruHa usmenuuBoro (Dahlia variabilis (Willd.) Desf.), 6apxat-
neB npsamocrosuux (Tagetes erecta L.), Tonunam6ypa (Heli-
anthus tuberosum L.) u pyno6ekuu Bosiocuctoit (Rudbeckia
hirta L.), 4To yKa3bIBaeT Ha TO, YTO reH F3’5’H siBnsieTcs cIie-
uubUYHbIM s Asteroideae W ero 3BoOJIIOLIMS MPOU3OIILIA
IoCJIe PACXOXK/JeHUs C «resiMaHTougaMu» (Seitz et al., 2015).
OcTaeTcsl HesICHbIM, No4yeMy reH F3’5’H KATaWCKON acTphl,
OTHOCSALLMICA K UX KJIaCTepy 110 pe3y/bTaTaM IpyNIUpOBKHY,
He 6611 oTHeceH k CYP75B. Tpetuii Bujg - Echinops bannati-
cus - oTHocuTcs K noaceMmercTBy Carduoideae. [TockosibKy
nocnegoBareabHOCTH F3’H Bacuibka cuHero (Centaurea cy-
anus L.) v apTuioka ucnauckoro (Cynara cardunculus L.) siB-
JISTI0TCS 6a3a/JbHBIMU [JIs1 KJIacTepa Moc/eloBaTe/IbHOCTEN
reHoB F3’H u F3’5’H Echinops bannaticus, To F3’5’H, no-Busau-
MoMy, crienduyeH s poaa Echinops (Seitz et al.,, 2015).

Xapakrepuctuka F3’5°H us Billardiera heterophylla (Pit-
tosporaceae) mokasaJjia, YTo He3aBUCHMas 3Bosouus F3'5'H
[0 KpalHeld Mepe OJHaX/Jbl MMeJla MeCTO U B JpyroM ce-
MelcTBe ByAOJbHBIX (Seitz et al,, 2015).

OfHOZlOJIbHBIE TaKXKe UMEIT NpHUMepbl TaKOW 3BOJIIO-
My. Y prca nokasaHo, 4To JiJisi CHHTe3a ¢pyiaBoOHA TPUIMHA
13 Xpu303puosa Heobxoguma F3’'5’H-ruapokcuiasa, oTHoO-
camasics K kaaccy CYP75B4. Ilokasano, uto CYP75B4-romo-
JIOTUYHbIE I10CJIeZ0BATEJbHOCTH BBICOKOKOHCEPBATHBHBI
B Poaceae u ¢pusioreHeTHYECKH OTJIUYAIOTCS OT KAHOHHYe-
ckoro ¢uaBoHouzsa CYP75B mocnenoBaTtesnbHOCTH 3'-THA-
pokcuasel (Lam etal., 2015).

Y MoHTOpenuu rubpugHou (Crocosmia x crocosmiiflora)
Ji1s1 GUOCUHTE3a MOHTOPETHHA A, TPOU3BOLHOI0 MUPHULETH-
Ha U ero mnpejllecTBeHHUKA MUHHU-MbA, Heo6XoauMO [Be
¢aBoHOHTrUApOoKcuaasel - F3’H u F3’'5’H. [lokazaHo, 4To 06e
oHU oTHOcATcsl K mnoaceMeiictBy CYP75B (Irmisch etal,
2019).

TakuM 06pa3oM, BbIsIBJIeHA HEOJHOKpPATHAsl 3BOJIIOIUSA
F3’5’"H w3 F3’H, 1 MOXXHO ITPe/II0JI0KUTb, YTO OHA ObLIa pery-
JIIPHBIM COOBITHEM B 3BOJIIOIMU pacTeHUH (Seitz etal,
2015), Ho, KpoMe JIbHA, He Hal/IeHO BU/IOB, Y KOTOPBIX MOSIB-
snenue F3’5’H-akTUBHOCTH 110 B ylep6 F3’H-aKTUBHOCTH.
B03MO0KHO, 3TO CBA3aHO C TEM, UTO JIEH CTOUT OCOGHSKOM OT
JAPYTUX JIpeBHEHIIUX KyJbTYPHBIX PACTEeHHUU U ero 3BOJIIO-
LM HANPSIMYIO CBsI3aHAa C OTGOPOM Ha KeJTOCEMSHHOCTD,
NMpoOBeI€HHbIM Y€JIOBEKOM.

3akJ/iloueHue

Y Linum usitatissimum pepmenT F3’'5’H npeBpamaer au-
ruApokeMndepos B AUTHUAPOMHUPHUIIETHH, 3aTeM Jpyrue
depMeHTHI NpeBpaIlalOT NOCAeAHUH B AebOUHUANH. ITOT,
Ka3asochb 6bl, THAIUYHBIM NpuMep paboTe!l ¢p1aBOHOUA-3'5'-
TUJPOKCUIA3bl CTABUT OOJIblLIE BONPOCOB, YeM JaeT OTBe-
TOB. [loueMy 3TOT Gesiok aBostoLoHUpoBas ot F3’H u oTHO-
cutcs kK nogcemectBy CYP75B,a He CYP75A? [louemy y ibHA
JHMKOTO THIA B JIelleCTKaxX NPaKTUYeCKH HEeT [MaHU/ANHA, HO
Npu MyTauuu B reHe F3’5’H c HapyleHHeM paMKH CYUTbIBa-
HUS €er0 CTAHOBHUTCSI CTOJIBKO K€, CKOJIbKO IeJlaproHu/irHa?
[Touemy myTanuu no reny F3’5’H He HalJjeHbl y CpeiU3€eM-
HOMOPCKHX J1bHOB? Kak 3TO MOXeT 6bITh CBSA3aHO C 0T6O-
POM Ha >KeJITOCEMSAHHOCTb 4YesioBeKoM? [loyeMy y JUKUX BU-
noB sabHa (L. angustifolium, L. bienne, L. crepitans) 1BeTOK
CBETJIO-CUPEHEBbIH, a He TOJIy60H U He CBSI3aHO JIM 3TO C Ha-
JIMYMEM LUaHUAMHA U TeHa F3’H? YTo cOmKaeT JieH C pucom
Y APYTMMHU 3J1aKaMH, ¥ KoTopblx Takxke F3’'5'H oTHocuTca
k nmogcemerictBy CYP75B, kpome TOro 4ro oHM - IepBble

OKyJIbTypeHHble pacTeHusA? [lokazaHa BO3MOXXHOCTb MHO-
JKeCTBEHHOro aJuienusMma F3’5°’H ToabKo [/l TeHOB IoJce-
MmeiictBa CYP75A, a He CYP75B. 3Tu ajienu onpegessioT
pa3HbIe CI)eHOTI/leI Y OTHOCALIUXCA TaK»Xe K [IePBbIM KYJIb-
TYPHBIM pacTeHUsIM coe U dacosiu. MHTepecHo, uTo y dpaco-
JIU 3TOT T'eH, KaK U Yy JIbHa, UMeeT IJIEHOTPOITHOE JIeHCTBUE
Ha [IBETOK U ceMeHa. Bce aTo nojgTBepxkaeT y>ke U3BeCTHBIN
Ha GopMabHO-TeHeTHYEeCKOM YPOBHE MHOXECTBEHHBIH aJl-
Jeqv3M resa dy spHa. HaaTu v ipyrue Bonpocekl MOTYT ObITh
JAAaHbI OTBETHI B IIpoLecce U3yYeHUA JIMHUM TeHEeTU4eCKOH
koJuieknuu BUP c ncnosb3oBaHrMeM 060611 eHHBIX pe3yJIbTa-
TOB U3y4yeHUs reHa F3’5’H nepeoBbIX 1ab0paTOpPUH, mpe/-
CTaBJIEHHBIX B JAHHOU MyOJIMKAL[UH.
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