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Pesrome

duromarorerHocts Agrobacterium rhizogenes o6ycnosiena HammumeM Ri masMuibl, WHIYIAPYOIICH
obpa3oBaHHe Tak Ha3biBaeMbIX «hairy roots», U3BECTHBIX B PYCCKOS3BIYHOMN JIUTEpAType Kak Ooponartsie,
KOCMAThI€, WIIM TeHeTHYeCKU TpaHchopmupoBanusie PRI kopHu. Kitroueas posb B pOPMUPOBaHUH TaKUX
KOpHe# npuHaaexut reram rol, pacnonoxenusiv B T-JIHK Ri mmasmuer. B mpoiecce B3anmMoelicTBus
OaKTepHii ¢ PacTEHUSMH ITPOMCXOAUT IMepefada W yCTOHunBOe BcTpauBanue reHoB IOIA, B, C u D B
pacTHTEIbHBII TeHOM. benkoBble MpOXYKTHI IOl-TEHOB  SBIISIOTCS  PETyNATOpPAMH  aKTHBHOCTH
(PUTOTOPMOHOB, U UX IKCIPECCUS] B PACTECHMSX MPOSBISETCS U3MEHEHHEM MHOTHX (DPU3MOJOTHYECKHX U
Mopdosornueckux npusHakoB. Tak, rolB crumymupyer o6pa3oBaHHe ayKCHHCBS3BIBAIOLIMX OCIKOB,
MHIYLUpYET 00pa3oBaHue KOpHEH, (JOpMUPOBAHUE CITyYaiHBIX ITOYEK U YBEIMYEHUE Pa3MepoB 1BeTKOB. K
TOMY JK€, TpaHCTeHHBIE 10 F0IB-reHam pacteHus xapakTepu3ylTCsl YCTOHYMBOCTBIO K COJICBOMY CTPECCY,
HU3KAM M BBICOKHM TeMIIepaTypaM, Ype3MEepHOMY CBETY M aKTHBHBIM (opMmam kuciopona. [TpoiykTs
TCHOB rOI MOT'YyT HE TOJIbBKO BJIMATH Ha POCTOBBIC MNPOIECCCHI, HO W IOBLIIATH 3aIIUTHBIC q)yHKHI/II/I
pacTeHuii, a TakXKe CII0COOCTBOBATh CHHTE3Y IEHHBIX MIEPBUYHBIX U BTOPHYHBIX META00INTOB B KyIbTypax
hairy roots. ITo3ToMy TEXHOIOTHUH KYIbTHBUPOBAHUSA KOCMATBIX KOPHEH SIBISIFOTCS MEPCIEKTUBHBIMH TSI
HCIONB30BaHMSA B (hapMaleBTUUECKOH, MHUIeBONH ¥ mapdroMepHOil mpombinuieHHOCTH. HecMoTpst Ha
GoubIIoit 00beM HccrenoBaHuil rol-reHoB, ux QyHKIMH OCTAOTCS HE A0 KOHIA W3YYeHHBIMH. B maHHOI
0030pHOI cTaTbhe OCYIIECTBICHA TOMBITKA OOOOMMTE pPE3yAbTaThl MCCIEIOBaHUII OCOOEHHOCTEH
(EHOTHIMIYECKOTO MPOSIBICHHS 0l-reHOB B paCTeHHUSIX U KyIbTypax hairy roots.

KatoueBble cioBa: rol-rens;, Ri mnasmuaei, hairy roots, Gopomartsie KopHH, KocMmatbie kopHH, Agrobacterium
rhizogenes, T-JIHK, TpancreHHsie pacTeHus, (EHOTHIHMYECKHE MOPH3HAKH, BTOPUYHBIE  METaOOJUTHI,
CTPECCOYCTONYHUBOCTb.
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Resume
Ri plasmids are transferred by Agrobacterium rhizogenes into plant cells and causing the appearance hairy
roots. The rol-genes play a key role of such roots formation, and locate in the T-DNA of Ri plasmid.
Bacteria interact with plants and transfer the rolA, B, C and D genes into the plant genome. Expression
products of rol-genes are regulators of the phytohormones activity and change the physiological and
morphological characteristics of plants. For example, rolB induces roots and stochastic buds formation, the
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increase of flowers size, and stimulates the production of auxin-binding proteins. The rolB-transgenic
plants have resistance to salt stress, low and high temperatures, excessive light and to active forms of
oxygen. The rol-genes products can influence growth processes, enhance the protective functions of plants,
and promote the synthesis of valuable primary and secondary metabolites in hairy roots. Therefore, the
technology of hairy roots cultivation is promising for use in the pharmaceutical, food and perfume
industries. Rol-genes are studied for a long time but today their functions are not sufficiently explored. In
this review article, we attempted to generalize the results of studies on the phenotypic manifestation of rol

genes in growing plants and hairy roots.

Key words: rol-genes, Ri plasmid, hairy roots, Agrobacterium rhizogenes, T-DNA, transgenic plants, phenotypic

characteristics, secondary metabolites, stress resistance

BBenenne
st co3pmaHMsl TPaHCTEHHBIX PAacTEHUM dalle
BCEr0 MWCHOJNB3YIOT JBa BHJa arpoOakrepuii —

Agrobacterium tumefaciens [Uemepuc u ap., 2014; 2015;
Kynyes u nap., 2014] u Agrobacterium rhizogenes
[Kynyes u ap., 2016; Knyazev et al., 2017]. Tlocneanuit
U3 HHUX B IpoLecce TI'eHETHYECKOH TpaHChOopMaIu
JIOBOJIHO YacTO CHOCOOCTBYET NEPEHOCY U MHTETpalin
B T€HOM PaCTEHHI YETBIPEX T€HOB, 0003HAUaeMBbIX FOlA,
B, C u D (ot root locus), uto npuBOAUT K pa3pacTaHHIO
aJIBEHTUBHBIX KOPHEM, M3BECTHBIX O] Ha3BaHHeM hairy
roots wmm Oopomarbie/KocMaThle KOPHH. JKCIIPECCHS
reHOB Ol B 1eNbIX pacTeHUsX TPHUBOAUT K MPOSIBICHUIO
MHOTOYHCIICHHBIX (DEHOTUIIMYECKUX OTKJIOHEHHH OT
HOPMBI, 4YacThb KOTOPHIX MOTYT OKa3aTbCsi BechbMa
MOJIE3HBIMU /ISl MCHOJIB30BAHUSI B OHMOTEXHOJIOTHH.
OyHKIMK 3THUX YeThlpeX [IOl-reHoB ocraroTcs He 10
KoHIla u3ydeHHbIMH [[laBmoBa u mp., 2013]. Llensto
IaHHOI 0030pHOI cTaThbM OBUIA IIONBITKA ONHCATh
HEKOTOpble  HM3YYeHHble K  JaHHOMY  MOMEHTY
(eHoTUIIIYEeCKHEe TPOSBICHHUS JKCIIPECCHH T'eHOB r0l B
TPaHCICHHBIX PACTEHHSAX U KylbTypax KopHeil hairy
roots.

Kpartkas xapakrepucTuka arpodakrepui

K  Agrobacterium  otmocatr  a’poOmbIe
Me30(uIbHbIE Gaxrepuu, MIPEUMYILIECTBEHHO
obWTapmye B TMOYBEHHON cdepe. DTO KOPOTKHE,
TIOJIBYKHBIC rpaMOTPHIIATENIbHBIC MaJIOYKH c
MEPUTPUXHUATBEHBIME JKT'YTHKaMH, 00pa3ylolue Ha CBOei
MOBEPXHOCTH  TOJIMCAaXapuaHylo  Karcyny.  llpm
KyJbTUBUPOBAaHUM Ha OOOTAIlEHHOW IHTATEIbHBIMU
BelecTBaMu cpene (GOpMHUPYIOT OOJBIIOE KOJIUIECTBO
WHBOJIIOLMOHHBIX ~ CKOIUIEHWH, NpEACTaBICHHBIX V-
o0pa3HpIMH  puTrypamMu. ArpoOakTepun HE 00pa3yroT
CIOp, CHOCOOHBI K YTHJIM3aLUK TIFOKO3bI M IPOAYKINU
6eTa-1aKkTo3bl, JAIOT MOJOXKUTEIbHBIA TECT HA KaTanasy
[Uymaxos, 2001].

BbonbmnHCTBO arpoGaxtepuii SIBIISIIOTCS
¢uTOomaToreHaMn IBYNOJBHBIX PACTCHHUH M CIIOCOOHBI
BBI3BIBATh y HUX DPAaKOBBIC 3a00JIEBAaHMSI B pe3yybTare
TOPU30HTAIBHOTO TIepeHoca onkoreHoB [Mohajjel-Shoja,
2010]. Hampumep,  Agrobacterium  vitis, wm
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arpoOakTepusi  «BHHOTPAJHAs», [MOPAXKAeT  KOPHHU
BuHOTpana. «OmnyxojeoOpasyromasy Oakrepus, wind A.
tumefaciens BbI3biBacT GOJIE3HH «KOPOHYATBHIA TALD) Y
Gosbioro  umcia  xosseB, a A. rhizogenes, wnu
arpo0akTepuss «KOPHEPOJHAs»  SBIACTCA MPUYUHON
3aboneBanus «hairy root», 4ro MOXHO IMEPEBECTH Kak
«b6opozatelii kopens» [Uymakos u ap., 2001; Mycun u
ap., 2017] wmu «kocmateiii kopeus» [Kymayes u mp.,
2015]. st o6o3nauenus hairy roots B pyccKOS3BIYHOM
JIUTEPAType TAKKE HCIOJIb3YIOT TEPMHH TE€HETHYECKU
tparchopmupoBanubie PRI kopuu [Ky3oBkunHa u 1p.,
2012; 3pct n ap., 2017].

[TaTtoreHHOCTD arpobakTepuit
3anporpaMMUpoBaHa B 0COOBIX Meraria3Mujiax, pazmep
KOTOPBIX Kojeouercst B mpeaenax oT 200 xo 800 T.m.H. 1
oonee [Costantino et al.,, 1994]. HauGonee wu3yueHbI
arpoOakTepHaibHble IUIA3MUABI JBYX THIOB. [lepBbIit
A — 310 Ti miasmuael (0T aHri. tumor inducing—
BBI3BIBAIOIIME OOPa30BaHUE OMYXOJieH), KO BTOPOMY
Uy otHocsaTes Ri miasmuaet (ot anri. root inducing—
BhI3BIBAIONIME 0Opa3oBaHHe KopHel). Ri  miasmuma
conepxut T-JTHK, Bxmrouaromyio B cebs rems! rol (or
root locus) (4, B, C, D), oTBeTCTBEHHbIC 32 HHIYKIHIO
rereTndeckd TpaHcopmupoBanHubix PRI kopweit. T-
JHK TtpanckpubupyeTcss B SYKapHOTHYECKUX KIETKaxX
PHK-miosmmepasoit 11 [Costantino et al, 1994; Mohajjel-
Shoja, 2010].

Mexanusm nepenauu T-JITHK arpodakrepuanbHoii
TJIa3MHJIBI

T-pernon arpoGakrepuanbHoid Ri - 1mma3mMuasl
COCTOMT W3 JIByX YYaCTKOB: OJMH M3 HUX — 3TO JICBBIH
¢parment win TL (left) u mpassrit hparment, KoTOpPBIi
Tak ke obo3Havaror kak TR  (right). Rol-remsr,
uHIynupytomae hairy roots, mokamn3oBaHsl B paiioHe
TL-AHK, Torna Kak reHsl CHHTE3a ONMUHOB (MCTOYHHKOB

nuraHus ~ arpobakrepuit)  Gmmke k  TR-JHK.
BcerpanBanue — rol-reHoB  HapyiraeT — HOpPMAbHOE
(YHKIIMOHMPOBAHUE  OpraHW3Ma-X03sWHA 32  CUET

M3MEHEHMsI TOPMOHAIBHOTO OajlaHca, 4TO0, B KOHEYHOM
UTOTe, IPUBOAUT K HEOIUTACTUYECKOMY pocTy hairy roots
[Barampuram et al., 2011; ITanosa u ap., 2013]. Crour
OTMETHUTb, 4YTO TeHbl, 3akonupoBannele B T-JJHK, B
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caMux OakTepusx He (QYHKIMOHHMPYIOT, TaK Kak OHH

HaxoJiITCS  TOJ  YIOPaBICHHEM  DYKAPUOTHUECKUX
TIPOMOTOPOB.
Mexanuzm arpo0OakTepUaIbHOM

TpaHChOpMAaIlUU PACTCHUH Ha CETOAHAIIHUN JIeHb B
uenoMm usydeH [Uymakos, 2013]. PaccmoTpum naHHBIH
nporecc Ha mpumepe A. tumefaciens. B mpupomHbIx
YCIOBHSAX  arpo0OaKkTepuu  HHQUIMPYIOT  3I0POBBIC
pacTeHusi, NpPOHHKAs 4uepe3 MOBPESKACHHUS KOPHEH,
KOTOpBIE BBIICISIOT B pu3ochepy O0IbIIoe KOIUIECTBO
MOJIUCAXAPUIOB, KUCIOT, ()CHOJBHBIX COCTUHCHUH, B
TOM YHCIIE alleTOCHPUHIOH. DTH BEIECTBA aKTUBHPYIOT

IKCIPECCHIO Vir-reHos " CMOCOOCTBYIOT
HHUIMPOBaHKIO pacrenuid. Vir-cucrema (virulence—
MAaTOT€HHOCTh) KOAUPYET TEHBI, KOHTPOJMPYIOIIHE

cunte3 u nepenoc T-JIHK B pacTutenbHbiii opranusm u
coJiepkuT B cebe 7 omeponoB: VIrA, virB, virC, virD,
VIrE, virF u virG. Kaxaplii 3 HUX HeceT HH(POPMALIHIO O
Oenkax, y9acTBYIOUINX B 00pa30BaHUH OJHOIICTIOYCUHOM
T-JHK, tpancnopte uepe3 mMemOpaHy, WHTerpanuu T-
JTHK B xpomocomy kietok pacrenuii [Jill, 1995]. Bemok
VirA, kogupyemsblii 0IHOMMEHHBIM I'€HOM B cocTaBe Vir-
pervoHa,  SBISETCS ~ CBSI3aHHBIM ~ C  MeMOpaHOi
PEIenTOpOM K aleTOCHPHHTOHY, KOTOPBIA BBIICIACTCS
pacTeHUsMHU MpH MoBpexkIeHuH. [lociie Toro, Kak OeIok—
perenTop BOCHIPHUHSI CHUTHAT O TMOBPEXKIACHUH yJacTKa
pacTeHusl, OH nepenaer uHPOPMAIIHIO

BHYTPHUKJICTOUHOMY Oenky VirG, KOTOpBIH 3amyckaeT
MpOLeCC  aKTHUBAllMM  BCEX  OCTAlbHBIX  TEHOB,
oTBeHarOIIUX 3a HWHQuoupoBanwme. bemoxk VirD1
coBMecTHO ¢ OeinxoM VirD2 “Haxonmdr” B INIa3MHUIE
ONpeneNéHHbIe  yYacTKH, COCTosIMe |3 25 map
HYKJICOTUAOB, W  pPa3pe3alnT  HX, I[epeMerias
KoBaJIeHTHYI0 cBs3p ¢ koHma JIHK ma Gemox VirD2.
Obnacte JIHK, pacmomararomasics MeEXIy IOBYMS
MOBTOpaMH pasMepoM 25 map ocHoBaHuWi — «right
border» u «left border», nocur nassamue T-IHK (oT
aHri. «transfery» — meperocumas) [Uy6, 2011].

Janee xomiuiekc u3 ogHorenoueunon T-JHK ¢
oenxom  VirD2  cBsaseiBaercs ¢ Oemkom  VirE2
(obpaszyercst T-kommiekc), kotopbliit 3amumiaer T-JIHK
OT pacmieruicHrss (epMEHTHBIMA CHCTeMaMHy KieTku. Ha
ITOBEPXHOCTH arpobakTepuu npu TIOMOLIH
pasHooOpa3HbIX OenmkoB VirB oOpa3yercs cnennanbHBIH
OenkoBbIli KOMIUIeKCe aist TpancnoptupoBkn JHK wu3
arpo0akTepHaTbHONH KIIETKH B pacTHTENbHYW. [locie
3TOro Komiiekc opuonenoueunor T-JIHK c¢ Vir-
OelKaMH TPOHMKACT B IMTOIIIa3My, a 3aT€M U B SAPO
pactutenbHOW KieTKH. bemok VirE2 otBewaer 3a
y3HaBaHUE sIICPHOM MOPHI U 3a Mpolecc BcTpauBaHus T-
JOHK B pactutenpuyio xpomocomy [Mohajjel-Shoja,
2010; Yy6, 2011].

Tabmuia

DeHoTHIIMYECKHE MPOSIBICHHS dKCIIpeccuu OHKoreHoB A. rhizogenes
[mo Schmiilling et al., 1988; Dehio et al., 1993; Kynaesa u ap., 2006; Shkryl et al., 2008;
Mohajjel-Shoja, 2010; Avramenko, 2015; Mauro et al., 2017]

OnHKore’

deHoTunMYEcKue IMPOSABJICHUSA B PACTCHUAX

rolA

IloBpimaer YYBCTBUTCJIBHOCTh KJIETOK K AayKCHHY BO BPEMsA LBCTCHHS; BbI3BIBACT CHUIKCHHC
CONlepKaHWA IMTOKHMHWHOB, THOOEperIoBoil M aOCIM30BOI KHCIOT, aykcwHa. CTHMYIHpYyeT
KOpHEoOpa3oBaHUE U POCT KOPHEH, YKOPOUYEHHE MEXJIOY3IHid 1 (hOpMHUPOBAHHE MOPIIUHUCTHIX
JIMCTHEB.

rolB

YyacTByeT B CHTHAJIBHON TPAHCAYKIIMHM AayKCHHA; CIIOCOOCTBYET MOBHIMIEHHOMY OOpa30BaHUIO
MPUATOYHBIX KOPHEH, 00pa30BaHUIO IBETOYHBIX 3a4aTKOB, (JOPMUPOBAHUIO CITYYAHBIX ITOYCK,
YBEIMUEHUIO Pa3MePOB IIBETKOB; aKTUBUPYET OTBETHBIE PEAKIIMK Ha CTPECCOBBIE BO3JIEHCTBUS U
CHHTE3 BTOPUYHBIX META00JIUTOB.

rolC

Bruser Ha MeTaboNM3M UTOKUHIHOB M THOOEPEIUIMHOB; CITIOCOOCTBYET (POPMHUPOBAHHUIO OoIiee
pa3BeTBJICHHBIX KOPHEH, KapiIMKOBOro ()EHOTHNA, KOPOTKUX MEXKIOY3JIHH, JaHIIETOBUIHBIX
JIMCTBEB, PAHHETO 1IBETCHHMSI, YMEHBIICHHIO pa3Mepa LBETKa M KOJMYECTBA IbUIbLBI; aKTHBHPYET
OTBETHBIC PEAKIMU HA CTPECCOBBIC BO3ACHCTBHUS U CHHTE3 BTOPUYHBIX META0OJIMTOB.

rolD

BrI3biBaer PpaHHEC HACTYIJICHUC LIBETCHUA U YCKOpeHHLIfI nepexon u3 BEreTaTUBHOM craaguu B
PEPONYKTUBHYIO. YMEHBIIACT YKOPEHEHHE, BBI3BIBACT TETEPOCTIUIMIO U  (OPMHpPOBAHUE
MCPUCTEM B HOCT3M6pI/IOHaIILHLII71 nepuon. He cmnocoben camocrosiTenbHO UHAYUUPOBATH
hopmuposanue hairy roots.

DOyHKIUOHAJIbHAS XapaKTepucTuKa rol-renos

HISHTU(PHUITUPOBATh BKIAN KaKIOTO
reHa-MHIyKTOpa KOpHeoOpa3oBaHus, YaWT ¢ KoJuleraMu
B 1985 mpoBenn MHCEPIMOHHO-ICICINOHHBINA aHamm3 T-
JHK  mramma

YrtoOBI

MEHBIIIEH Mepe uYeThIpex
KoTOpble ObUIM 0003HaueHs! Kak rolA, rolB, rolC u rolD,
COOTBETCTBYIOIIIE paMKaM  CUHTHLIBAHWS:
A4 A, rhizogenes. ORF11, ORFI2 wu ORFI15 [White et

PesynbraThl al.,
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HCCJIICAOBAaHUA TIO3BOJMWIIM ONPCACIUTL HAJIUYHUE 110
TCHCTUYCCKHUX  JIOKYCOB,

ORF10,
1985;
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Avramenko, 2015]. lanpHeiiiine  HCCIIETOBAHUS
MoKasanu, 4Tto Ui WHAyKnuu hairy roots mocratouso
UCIIONB30BAaTh KaK OTHEJbHBIE IOl-reHsl, Tak W HUX
koMmOuHaiu [Spena et al., 1987; Mohajjel-Shoja, 2010],
a TPaHCTeHHBIE PACTCHHS, PEreHepUPOBABLIME U3 HHX,
(EHOTHITMYECKH CXOAHBI C PACTCHUSIMHU, HECYILIUMHU BCHO
TL-ZTHK. Bosee Toro, rol-ressr MOTYT OBITH TIEpEHECEHBI
B pacTeHUs Jaxe 0e3 WCIOJb30BaHHS arpoOaKTepuil
METOA0OM  OOMOapIMpOBKH  30JOTBIMH  YacCTHIIAMHU
[SceibaeBa u nmp., 2016; Yasybaeva et al., 2017].
HecmoTpst Ha GakTepuaibHyro mpupoay rol-reHos, oHu
CHaOXEeHBI PEryIATOPHBIMH IIOCIIEIOBATEINEHOCTAMH, BO
MHOTOM  HANOMHHAIOMIUMH ~ JYKAPHOTHYECKHE, UTO
obecrieynBaeT WX AaKTHBHOCTh B KJIETKaX PACTCHHIA.
HecmoTpst Ha TO, 4YTO WHCcclenoOBaHHEe TreHOB IOl
NPOBOJMTCS YK€ JJIMTEIbHBI TMEpHON  BPEMEHH,
BJIMSTHHE DKCIPECCHU ITHX I'eHOB Ha (DPU3HOJIOTHYECKUE
mapaMeTpbl PaCTEHHI OCTAeTCsI HE 10 KOHI[A W3yYCHHBIM
(ta6muia) [Moriuchi et al., 2004; Kymaesa u mp., 2006].
B Hacrosimee Bpemst hairy roots cuurarorcs
HEePCIIEKTUBHBIMH HPOAYLEHTaMH Pa3IMYHBIX
NEePBUYHBIX U BTOPHYHBIX MetaboiuToB [KyiyeB u np.,
2015; Muxaitmosa u np., 2017; Opcer u ap., 2017]. Tak
KaKk MeTabOJM3M pacTeHHH CONPSHKEH CO CIOKHBIMU
MeXaHM3MaMH{ 3all[UTHOTO OTBETa Ha pa3Apaxkarouiie
(akTOpbl, COBMECTHAS WM HHAWBHUIyaIbHas IKCIPECCHS
OaKkTepuaTbHBIX OHKOTEHOB MOXET MpPUBOAUTH K
VBEIUYCHUIO YCTONYMBOCTH TPAHCTEHHBIX KIIETOK K
HEraTHBHBIM a0HOTHYeCKHM (akTopam. Tak, Hampumep,

MOKa3aHO, YTO  KAUTyCHBIE  KYJIBTYPHl ~ MapeHbl
CepIIIETUCTHOM (Rubia cordifolia),
TpanchopmupoBanHeie  reHamu  rolB wu  rolC,

XapaKTepU3yIOTCSI YCTOWYNBOCTHIO K COJIEBOMY CTPECCY,
HU3KHM M BBICOKAM TEMIIEpaTypaM U YpPE3MEPHOMY
ceery [Bulgakov et al., 2013]. Ha ceroausumnuii 1eHb
TaK)Ke U3BECTHO O CIIOCOOHOCTH FOl-reHOB aKTUBUPOBATH
MPOJAYKIMIO aHTPAXWHOHOB, ruH3eH0o3umoB [Kunshi et
al., 1998], runkroauagos [Ayadi et al., 2003] u gpyrux
BTOPHYHBIX METabOIUTOB y pacTenuii [Bonhomme et al.,
2000]. Takwe MeTabOAMTHI BBIMOJHSIOT OOIIHUPHBIC
GYHKIMH, HampuMep, PEerylupyIOT MPOLECChl pocTa H
b bepeHIIUPOBKU PacTUTENbHBIX KIIETOK,
MPEISITCTBYIOT ~ TOEAHUI0  JKUBOTHBIMH,  OONaaroT
AHTUMHUKPOOHBIMH CBOMCTBaMH, CIIOCOOHBI BBIICIATHCS
B arMocepy B BHOE JIeTydnxX 3GHPOB U TOCHUIATH
CHTHaN 00 OMAaCHOCTH, aKTUBHUPYS 3AlIUTHBIC OTBETHI B
310poBBIX pactenusx [Avramenko, 2015].

Ienbi rolA
Ieust  rolA mnpucyrctByroT Bo Bcex Ri
IasMuiax ¥ KOJMPYIOT — HeOOJIbIIOH  OesoK,

MOJIEKYJISIpHAsE Macca KOTOPOro coOcCTaBisieT okoyio 11
kla [Mohajjel-Shoja, 2010]. N-xonery sToro 6enka
BBICOKO KOHCEPBATHBEH Yy Pa3IMYHBIX BHIOB IITAMMOB
A. rhizogenes, B To Bpemst kak y C-KOHIIAa OTMEYAIOTCS
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3HauuTeNnbHbIC Bapuauuu [[laBmoBa w np., 2013].
VYCTaHOBJIEHO, YTO OSKCIPECCHs JAHHOTO OHKOTEHa
VBEINYMBACT UYBCTBHTEIBHOCTh K AyKCHHY B IIEPHOJ
[BETCHHUS, CTUMYJIHUPYET KOPHEOOpA30BaHHE W POCT
kopHeit [Kymaesa u mp., 2006].

Okcmpeccust reHa  rolA  moxm  KoHTposiem
COOCTBEHHOTO poMoTOopa HHTHOHpYET poct
pacTsHKEHHEM KJICTOK IapeHXMMbl B  MPOBOISAIINX
IIy4KaX, 4YTO NPUBOJAUT K YKOPOUEHHIO MEXAOY3IHU U
(OPMHUPOBAHMIO MOPIIMHUCTBIX JIMCTHeB [Guivarch et
al., 1996; IlasmoBa u ap., 2013]. B cBsa3u ¢ >tuMm
TpaHCTeHHBIC pacTeHusi Tabaka ¢ reHoM  [OIA
JIEMOHCTPUPOBAIH CIIeHU(PUICCKUANl (HEHOTHI: PaCTCHHUS
HUMEIIN MOPUIMHUCTBIC JIUCThA, KOPOTKUE MEKI0Y3JIUA U

aHoMainpHBIe couBetus [Schmiilling et al., 1988;
Carnerio et al., 1993].
ITokazaHo, uro B TKaHax crebms rolA-

TPAHCTEHHBIX PacTeHHH HaOJIONAeTCsl TOBBIIICHHAS
aKcmpeccus reHa rolA, a B KOpHSAX M JHCTBAX ypPOBEHB
sKcrpeccuu okaszaincs Huskum [Sinkar et al., 1988;
Carneiro et al., 1993]. B 1994 rogy Marpemm c
COaBTOpaMu O0OHAPYIKIITH HUHTPOH B 5'-
HETpaHCIupyeMoi o6jacT reHa rolA u mokasanu, 4To
MYTAallUM caiiTa CIUIaiCUHIa NPUBOAAT K IOJABICHUIO
¢denotumna rolA [Magrelli et al., 1994]. Taxxe usBectHo,
YTO TIPHUCYTCTBHE [0lA MOBBIIAET B-TIIOKOPOHUIAZHYIO
aKTHBHOCTH B 50 pa3, Ha OCHOBE 4ero ObUIO BHICKA3aHO
MIPEAIOIOKEHHE O TOM, YTO ITOT OEJNOK NPENsSTCTBYET
nenarypanuu 6enka GUS [Barros et al., 2003].

Okcenpeccust r0lA B Tabake MOXKET PUBOIHUTH K
PE3KOMY CHID)KEHHIO KOJMYECTBA HEKOTOPBHIX TOPMOHOB
TAaKUX KaK IUTOKHHUHBI, ayKCHHBI, THOOepeioBas H
abcr3oBas KUCHOTHL. CTEeHb CHIDKEHHS COSpKaHHS
(DUTOTOPMOHOB 3aBHCUT OT CTaJMH Pa3BUTHUS PACTCHUS U
Tuna tpanchopmupoBanHoil Tkanu [Dehio et al., 1993].
Hecmotpst Ha  Hu3KHMH  ypOBeHb  ayKCMHa B
TpaHchOpMaHTaX, OHH MPOSBISAIOT  MOBBIIICHHYIO
9YBCTBUTEIBHOCTh K 3TOMy TOopMoHy [Maurel et al.,
1991].

IIpomoTopHast obmacte reHa FolA cocrour us
Tpex (yHkimoHabHEIX noMeHOB A, B u C [Guivarch et
al., 1996]. IlocnenoBarenbHOE ynajleHHE KaXIOro M3
HUX BJeYeT 3a CcOOOW yMEHBIICHHE KOJIMYEeCTBA
TpaHckpunra FOlA B JHCTBSIX W B HTOTE MPUBOAUT K
MIOJJHOMY €ro OTCYTCTBHIO. B0O3MOXHO, 9TO BCE TpHU
JOMEHa  I[POMOTOPa  BHINOJHSIOT  COBMECTHYIO
PEryssiLuIo SKCIpeccud oHKoreHa rOlA. Y TpaHCTeHHBIX
pacTeHuii, coJepXaliuXx B HPOMOTOPHOH oOyacTu
TOJILKO JIOMeH A, reH rolA skcrpeccrpoBaicss TOIBKO B
JUCTBSIX, HO HE OOHApyXHWBAICA B TKaHIX CTEONS H
kopHsi. [loTepss (YHKUMOHANBHOCTH B pe3ysibTare
JeNelnd JoMeHa A TPUBOAWIA K 0OpaTHOMY 3(QeKTy
[Dehesh et al., 1990]. MonekyssipHbIi MEXaHH3M TaKOTO
mporecca, Ha  CETOAHAIIHMA  J€Hb,  OCTaeTcs
HEM3YYCHHBIM. JKCIIEPUMEHTHI MOKa3aIH, YTO AOMEH A
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sBIsieTcsl MHruobutopom pabotsl gomeHoB B u C.
KooneparuBHblii Mexanu3m JaeiictBust jomeHoB B u C
NPUBOIMI K TIOSIBICHUIO MOPIIMHUCTBIX JINCTBEB U
YKOPOUEHHBIX MEXKIOY3JIHH, a IpPUCYTCTBHE TOJIBKO
momeHa C ompenmernsiio  KapiaWKOBBIM  (EHOTHIT C
HOpManbHOH hopmoit mucTheB [I1aBnoBa u map., 2013].

Lensl rolB

B TeueHwe J0CTATOYHO MMPOAOJDKUTEIBHOTO
BPEMEHH CUMTAJIOCh, dYTO WMeHHO rOIB  wrpaer
KJIFOUEBYIO pOJIb B KopHeoOpasoBauuu [Nilsson et al,
1997], mockoibKy TpaHChoOpMAalHs PacTEHHH BCEMH
OCTaJILHBIMH OHKOTE€HAMH MPHU WHAKTUBHUPOBAHHOM FOIB-
reHe, HE MPHUBOAWIA K HEOILIACTUYECKOMY POCTY, a
BCTpaMBaHUE B T€HOM pacteHuil rolB cmocobcTBoBaio
oOuiapHOMY — oOpasoBammio  hairy  roots.  RolB
AKCIPECCUPYETCSI BO BCEX MEPUCTEMATHUCCKIX TKAHIX U
B TIPOBOIsIIIEH cucTeme pactenus [Altamura, 2004].

Bce wuHmymupyrome KopHeoOpasoBaHue Ri
Ia3Mul  cojep:kar B cebe reusl rolB. Tomosnorus
COOTBETCTBYIOIIUX MOCIEOBATEIFHOCTEH I'eHa y Pa3HbBIX
mTamMMOB coctaBisieT okoino 60%. IIpoTsskeHHOCTh
Koaupyromieil obiactu reHa rolB BapeupyeT oT 765 ILH.
(mramm 8196) mo 840 m.H (mrramm 2659). [IpoaykT reHa
rolB mrammoB 1724 u 2659 umMeer momnosHUTENbHEBIE 17
AMHUHOKHUCIIOT B N-KOHIIEBOM YacTH B OTJIMYME OT OeiKa
mramma 1855 (A4) 8196 [Meyer et al.,, 2000]. C 1985
rojia YCUJICHHO U3y4alics MEXaHU3M (YHKIIHOHHUPOBAHHS
rena rolB. RolB sBnsiercst emMHCTBEHHBIM —Cpend
MpeCTaBUTENEH FOl-reHOB, KOTOPBIA MPY MHAKTUBAIMN
MOJIHOCTBIO MMOMABJsIeT WHAYKIWIO hairy roots na
JUCTBSAX KaJaHX03, K TOMY K€ TOJBKO €ro SKCIPECCHS
MIPUBOANT K MHIYITUPOBAHUIO YKOPEHEHHUS ITOYTH TaK JKe
s¢pdexrusno, kak T-JJHK maukoro tuma A. rhizogenes B
MOPaXEHHBIX CTEOMSIX W JMHCThAX Tabaka [White et al.,
1985, Spena et al., 1987; Bellincampi et al., 1996]. A4-
rolB TtpaHcrenHsle pacTeHHss Tabaka, B KOTOpPBHIX FOIB
HAXOJMTCH oA KoHTposeM 35S mpomotopa [Kyiyes,
2012] wim ero COOCTBEHHOrO MPOMOTOPA, HMEIH
CIEyIONINEe AaHOMAaNWW: W3MEHEHHe MOPHOJIOTHH
JUCTHEB W pa3Mepa IBETKAa W YBEIUYCHUEC 00pa3oBaHU
KopHe#t Ha cTebie [Schmiilling et al., 1988].

HecmoTps Ha TO, 4YTO MHOTHE aBTOPHI
ompezsensator  rolB kak  OCHOBHOW  HHIYKTOP
KopHeoOpa3oBaHUs, ero  QyHKOMH  3THM  HeE

OrpaHuuYuBarOTCsA. Tak, HampuMmep, B KyabType in Vitro
TOHKHX CpE30B IIBETOHOXEK W crebieidl Tabaka rolB B
3HAYUTENHHOW CTENEHH COCOOCTBYeT 0Opa3oBaHui0 de
NOVO Kak KOpHEH, Tak ¥ IBETOYHBIX 3a4aTKOB.

Cunraercs, 49ro Takue OOGQPEKTH  3aBUCAT  OT
KOMIICTCHTHOCTH KIJIETOK )41 PaCTUTCIBHOTO
ropMoHaineHoro craryca [Altamura et al., 1994].

CTI/IMyJ'II/IpOBaHI/Ie pocra KOpHeﬁ N IBCTKOB U3 KIICTOK
IUKOTO THIIA B 3HAYUTEIBHON CTENEHH 3aBHCHT OT
y4dacTusa 3K30I€HHOI'0 aykKCHuHa, a O6pa30BaHI/Ie moOeros
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OCYIIECTBIISICTCST ~ MOJ ~ JCHCTBHEM  9K30TCHHOTO
UTOKWHKUHA. VcXois u3 9Toro, OblIa BBICKa3aHa
THIOTE3a O TOM, YTO CTUMYNIUpYIollee neictaue rolB Ha
MEPHCTEMATHUYECKYI0 TKaHb MPOUCXOAUT BCICACTBHE
MOBBILICHHO BOCIIPUUMYHBOCTH KIICTOK,
9KCIPECCHPYIOLIMX JaHHBIA I'eH, K aykcuHy [Mohajjel-
Shoja, 2010].

Mopdomoruveckue aHOMAaJTNH rolB-
TpaHc(HOPMaHTOB HambOJICe SAPKO MPOSBISIFOTCS B OTBET
Ha  pacTUTENbHBII  TOPMOH  AyKCHH. AykcuH

OTBETCTBCHCH 3a aluKaJIbHOC JOMHUHHPOBAHUE W 3a
HHIYKIAIO KOPHEH BO BCEX PACTECHHAX W KYIBTypax
TKaHEH, BBHIMOJNHAET KIIOYEBYIO (DYHKIHMIO BO MHOTHX
JTamax pasBHUTHsS LBETKa M KeHCKuxX opranoB [Okada et
al., 1991; Oka et al., 1999; Nemhauser et al., 2000;
Tobena-Santamaria et al., 2002]. IIpu Ky/IbTHBUPOBAHUT
in vitro rolB-tpaHcrenHple  JMCThs  Tabaka
JIEMOHCTPHUPYIOT CITIOCOOHOCTh 0OPa30BHIBATH KOPHH MPH

YpE3BBIYAHHO HU3KAX KOHLEHTPAIMAX ayKCHHA, B
OTJINYME OT JMCTBEB PACTEHHH [UKOrO THMA, YTO
YKa3bIBa€T Ha MOBBIIICHHYI0 UYyBCTBHTEIBHOCTH K

ropMony y rolB-tpanchopmantoB [Spano et al., 1988;
Costantino et al, 1994]. B npomoTopHo#i 06iacTu rena
rolB HaxomuTcs CalT CBA3BIBAHUA ¢  (AKTOpaMH
tpanckpunuuu NtBBF1 u RBF1, BocnpuuMumuBbIME K
aykcuny [De Paolis et al, 1996], a nobaBimeHue
9K30TCHHOIO ayKCHHA MPHBOJUT K aKTUBHOMY CHHTE3Y
TpaHCcKpunToB oHkoreHa roIB. Tlpeamomarator, dYTO
MPOAYKT reHa FOIB MoXer akTUBHPOBATH IKCIPECCHIO
AYKCHUH-CBA3BIBAIOIINX 0O€EJIKOB I/I/I/I.HI/I YBCIIMYHUBATh HX
aktuBHOCTH [Avramenko, 2015]. Takum obpazom, Geok
rolB yuactByer B Kackaie peakIHid, OIpeAesomnX
TPAHCAYKIWIO ayKCHHOBOTO CHTHAJlA, W YpOBEHb
AKCIPECCHH ATOTO OelKa SBIACTCS ayKCHH-3aBUCHMBIM
[Kymaesa u ap., 2006]. JloGaBieHne ayKCHHA K KYJIbTYpE
9KCIUIAHTOB TPHBOAWT K WHAYKIUH aJIBEHTHBHBIX
KOpHEH ¢ (EeHOTHIIOM THIHYHBIM Juis FOlB—kopHeit
[Capone et al, 1994].

ITpomotop rena rolB mpencraBmsier coboit
KOMIUIEKC u3 matd poMmenoB: A, B, C u E. Kaxnplii us
9THX JIOMCHOB B3aUMOJCHUCTBYET C Pa3IMYHBIMU
PACTUTEIIbHBIMUA PETYJIATOPAMH M MOIYJIHPYET padoTy
OHKOTCHAa OTHOCHTEIBHO THIIA TKaHH, TOPMOHAIBHBIX
CUTHAJIOB U CTaJUU Pa3BUTHUS PACTCHHSA. B KOpHEBOI
YacTH HaJIWYHE BCEX IOMEHOB B IPOMOTOPE IPUBOIUT K
9KCIIPECCHH T'eHa B KOPHEBOM YEXJIMKE, IPOTOJEPME,
MEpHCTeMax KOPTEKCa W B MPOBOISIICH CHCTEME, T.€. B
TeX KIETKaX, M3 KOTOPHIX PAa3BUBAIOTCSA Pa3INIHBIC
TKaHU KOpHS. [losiBineHmWe nmemenuu B TOMEHe A Bieder
3a co00¥ MOaBICHUE SKCIIPECCHH B KOPHEBOM UEXITUKE
U TpOTOJepMe, Takas XK€ Myrauus B noMeHax B u E
OokupyeT paboTy TeHa 1o Bcell Mepucteme. B coctas
Tpanckpunuuonnoro  ¢gakropa NtBBF1  Nicotiana
tabacum (Nicotiana tabacum rolB domain B Factor 1)
BXOJIUT €AVHUYHBIA [MHKOBEIH IMaJell, IPUHAIICKAIITHIA
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K cemeiictBy OenkoB ¢ Dof-nomenamu (DNA binding
with one finger). Oto cemeiicTBo mpezcraBnsier coboi
crierryecKe TPAaHCKPUITIUOHHBIC (baxTopsl,
UTPAIOIIKe POJIb AKTHBATOPOB U PEIIPECCOPOB BO MHOTUX
OMOJIOTHYECKHUX MPOIIeCCcaX B PACTHTEIBHBIX OpPraHM3Max
[Yanagisawa, 2004; IlasnoBa u ap., 2013]. be3 nomena
D HeBO3MOXHa OJKCIpeccHs B MEpUCTEME KOpTeKca.
IMpucyrctBue nomeHna C Tpebyercs Ui SKCIPECCHH BO
BHYTPEHHHX MEPHUCTEMATHYCCKHX TKAHAX, K TOMY JKe
Onarozjapsi eMy IOJaBILIeTCs SKCIIPECCHs B IPOTOAEPME.

Hawnbonee 3HAYNMBIM CUHTACTCS IOMEH B,
BBITTOJTHSFOIINH BOKHYIO pOJIb B perynsannu
TpaHckpunuuu rolB. B ToM ciydae, koraa B JaHHOM
JIOMEHE BO3HHUKAET JIeTIeLs, OHKOT'€H HE

IKCIPECCUPYETCS B MEPUCTEMax W HE HHAYLHUPYETCS
aykcurom [Capone et al., 1994; ITasnosa u ap., 2013].

U3BectHa criocoOHOCTH reHa rolB akTuBupoBath
3alUTHBIE CHCTEMbI PACTEHUS B OTBET HA TOSBIICHHE
AOK. 3T10T >pdeKT mpu upe3MepHOM WX HAKOTUICHHH
CTAHOBUWJICS HACTOJIBKO CHJIbHBIM, YTO TPAaHCTCHHBIE
kiaerkn R. cordifolia Mornu mepeHOCHTE CBEPXBBICOKHE
nmo3sl ADK mpomoipkurensHoe Bpems [Bulgakov et al.,
2013]. C ¢usmnonoruueckoit TOUKH 3peHus Takon ekt
aHaJOrWYeH aJanTalid, BO BPEMsl KOTOPOH pacTeHus
MPOU3BOJIAT Karanuasbl, MEPOKCHIa3bl, ackopbaTel u
npyrue  ADOK-getokcunupyromue — GEepMEHTH IS
3alIUTBl CBOUX KIETOK OT CTPECCOBBIX BO3IEHCTBUI
[Gechev et al.,, 2006; Bulgakov et al., 2013]. D10
MPUBOJUT K YCTOWYHMBOW AHTHOKCHIAHTHOMN 3aIlUTe U
3allATe PACTCHHH OT  TMOCIEAYIOIIUX  CTPECCOB.
VcranoBneno Tak ke, 4ro rolB  crmocoben
npefoTBpamars TUOeb HEKPOTHYECKUX KIETOK U
YMEHbILIATh aroNTOTHYECKHE CHMITTOMBI y
tpancdopmanros [Bulgakov et al., 2013].

Cpemn Bcex OHKOTEHOB cemeiicTBa rol-reHos,
uMeHHO rOIB oxa3biBaeT HaumGouiblliee BIUSHUE Ha
HW3MEHEHHs] BTOPUYHOTO MeTaboIM3Ma y T€HETHYECKU
MoauduIMpoBaHHbIX pactenuii [Shkryl et al., 2008].
Onertet Ha R.  cordifolia  ceugmerenscTByroT, uTO
npucyrcteue rolB (mramma A4) B reHOME KaJlIycoB
BIICUCT 3a co00¥ akTHBaNuWiO dKkcnpeccuu PR-reHOB (0T
anri.  pathogenesis-related genes), a TaKke TEHOB,
KOJIUPYIOIINX MEPOKCUAA3BI 3-ro KJacca.
IMpeacTaBAEHHBIA OHKOTEH TOBBIIIAET AKCIPECCHIO
AHTHOKCHUIAHTHBIX (PEPMEHTOB: aCKOpOATIIEPOKCUIA3bI,
KaTtanasel, cynepokcupmucmytassl  [Bulgakov et al.,
2013; Mauro et al, 2017] u depMeHTOB CHHTE3a
¢utoanekcunoB [Veremeichik et al., 2012]. Mmerorcs
JIaHHBIE, 49TO rolB  yBenmuuumBaer  OGHOCHHTE3
pecBeparpoiia B KyibTypax kierok Vitis amurensis
6onee yem B 100 pa3 [Kiselev et al, 2007], a Taxxe
MOBBIIIAET TMPOU3BOJCTBO AHTPAXMHOHOB B 15 pa3
[Avramenko, 2015]. PecBeparpoioM Ha3bIBAIOT BasKHBIN
TIPUPO THBIH (uTOAIIEKCHH, 00amaromuit
AHTHOKCUIaHTHBIMH, MPOTUBOBOCTIAUTEIbHBIMHY,
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aHTHOAKTEPHATLHBIMH, TPOTHBOBUPYCHBIMHU u
MPOTHBOIPUOKOBBIMH CBOMCTBaMHU. DTO BEIIECTBO TaK
e SIBISIETCS CHIIBHBIM ITPOTHBOOTIYXOJICBHIM areHTOM,
5Q(EKTUBHBIM  NPOTHB MHOTMX  BHIOB  PaKOBBIX
3aboneBanmii [Aggarwal et al., 2004]. B Tpancrennoit mo
reuam rolB u rolC mnoneam Artemisia carvifolia
YBEIMUMBATIOCH Coflepkanne apremmsunmnna [Dilshad et
al., 2015]. Ecrp cBemenus o tom, 4ro reH rolB moxer
BbI3bIBATH HAPYHICHUE 6ancha KaJIbIIUA B paCTUTCIIBHOM
opraamsme [Bulgakov et al., 2003; ITasnosa u ap., 2013].
IIpennonaraercs, 4To OAHOM W3 INPUYMH IPOSBIICHUS
s¢dekroB mpoaykra rena rolB sBisercs momasieHue
IKCTIPECCHU Ppa3TUYHbBIX TeHOB MOCPE/ICTBOM
cTUMyIAUE - cBepxokcpeccun MUKpoPHK (miRNA),
PETYIHPYIONIMX GHOJIOTHYECKHE TIPOIIECCHI, B TOM YHCIIE
W MEXaHW3MbI BTOpHYHOro Mmerabosimsma [Bulgakov et
al., 2015; Mauro et al., 2017].

Tensi rolC

CaMblii KOHCEpBATHBHBIH U3 OHKOT€HOB TI'€H
rolC mpucyTCTByeT B TEHOME BCEX M3yUEHHBIX IITAMMOB
A. rhizogenes. Mmuua rema rolC, BeimeneHHOro u3
pasnuuHbix Ri mmasmua, Bapeupyer ot 537 (mrramm
8196) mo 543 m.uH. (mwrammel 2659, 1724, A4). Ouu
KOJMPYIOT Oenku pazmepoM oT 178 no 180 amuHOKHCIOT
(mpubmm3utensHo 20 kxJla) cO CTENEHBIO TOMOJIOTHH
okolo 65% [Meyer et al., 2000].

RolC Bnepseie uccinemoBamu B 80-X romax
mpouuwioro Beka. brmaromaps nposeaeHHbBIM B 1985 r
[White et al., 1985] ombiTamM ymanoch yCTaHOBHTH, YTO
WHAKTHBAIMA JTOTO OHKOTeHa B arpoOakTepmsx A.
rhizogenes (mrramm A4) Bieuer 3a co0oii ocnabieHue
WHAYKIIMA KOPHEH Ha JMCTOBBIX IUIACTHHAX KaJaHXO?.
JanbHeiinie WccieAoBaHUs moka3anu, uto redH rolC
mramMmma A4 cnocobOeH Kak caM 1o cebe, Tak MU 0]
KoHTposeM 35S mpomoTopa 0Opa3oBBIBaTH Oolee
pa3BeTBJICHHBIE KOPHHM Ha JIUCThsIX Tabaka, 4eM KOPHH,
HHIYIUPOBaHHBIE IIpU momolnu reHos FolA wmm rolB.
Onnako monoOHOro s3¢ddexkra Ha JUCTHAX KaJIAHX0d
nosTy4auTh He ynamocsk [ Mohajjel-Shoja, 2010].

OtmeuaeTtcs, 4to dkcmpeccus rexa rolC opras-
cneuuduyHa, TaK, OHAa MaKCHMaJbHa B KOPHSIX W
YMCHBIACTCS B PAAY: KOPHH—CTEOCITb—IIBETKU—JIHCTHS.
Ha TkaHeBOM ypoBHE MPOJYKTHl TpaHCKpumiuu rolC
0OHapY)KUBAIKCH BO ()JIOAME M B HKENE3UCTHIX KIIETKAX
tabaka [Guivarch et al., 1996; Ilasnosa u mp., 2013].
Pacrenust, TpaHcpopmupoBanHsie rTeHoM rolC  mox
KOHTpPOJIEM  COOCTBEHHOTO IpOMOTOpA, UMEIH
cnenyronme (HEHOTHITUYECKHE NMPU3HAKU: YMEHbBIICHHUE
aNMKATFHOTO  JOMHUHHUPOBAHWS,  NPUBOIAIICTO K
YCUWJICHHIO  BETBJICHHSI, TOSBICHHE  KapjIHKOBOCTH,

Artemisinin - mpoTuBoManspUiiHOE U MPOTUBOPAKOBOE
COeIMHCHHE.
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KOPOTKUX MEXKJOY3IIUH, JAHIICTOBUIHBIX  JIMCTHCB,
pPaHHErO I[BETCHHUsS, YMCHBIICHHUE pa3Mepa I[BETKa H
MPOM3BOJICTBA MBUIBIEL. CiemyeT MOAY4epKHYTh, YTO
CKOPOCTB POCTA U Pa3BUTHUs KOPHEW ObLIA OOJIBIIIE, YeM Y
KOpHEH TUKOTO THIIa, OJHAKO MEHBIIE, YeM y 00pasIioB,
B F€HOM KOTOPBIX ObUTH BCTpoeHb! Bee 4 rol-rena [Spena
et al., 1987; Schmiilling et al., 1988; Ono et al., 1990;
Palazon et al., 1998]. TpauchopmupoBanusie reHom rolC
pacteHust kIyOHWKM oOnamamu  Oojiee  TSHKEIBIMU
IUIOJJAMH ¥ TIOBBIIIEHHOHN TOJIEPAaHTHOCTHIO K ITapa3uTaM
Phytophthora cactorum. CymecrByror paboThl 10
TpaHcdopMani reHoM FolC HEKOTOPBIX JIEKOPATHBHBIX
IBETKOBBIX PACTCHHHA C IENBI0  YIYYINICHHS WX
nexopatuBHBEIX cBoiicTB [Landi et al, 2009]. Tak,
[EHHBIE MOPQOJOTHYCCKHE TMPHU3HAKH HAOIIOHANNCh Y
TakuX PojoB, Kak Syzygium [Zuker et al., 2001],
Kalanchoe [Christensen et al., 2008] u Limonium
[Mercuri et al., 2001, Mauro et al., 2017].

CtuMynupoBaHAE POCTa KOPHEH NPH MOMOIIH
rolC Moxer OBITH OOBSICHEHO ayKCHHOIIOIOOHBIM
s¢dexrom onkorena [Schmiilling et al., 1988; Zuker et
al., 2001]. Hsmepenue TpaHCcMeMOpaHHON
THIEPIIOJISIPU3AMA B OTBET HA ayKCHH IOKA3ajio, YTO
MPOTOILTACTHl Ta0aka, WMEIOIIHE B CBOEM T'€HOME TEH
rolC, GoJiee UyBCTBUTEIBHBI K AYKCHHY, YEM UX aHAJIOTH
mukoro tuma [Maurel et al., 1991; Mohajjel-Shoja,
2010]. Takxe wumeroTcs naHHble, 4to Oenok rolC
(mpomyuupyemsiii B E.  coli) oGmamaer  B-
TITFOKOPOHUIA3HOM AKTHBHOCTHIO, KOTOpas
CIOCOOCTBYET  BBICBOOOIKICHHIO  aKTUBHBIX  (hopm
OUTOKAHUHOB W3 WX HEAKTUBHBIX TJIFOKO3UIHBIX
koubroratoB [Estruch et al., 1991].

MexaHu3M pEryisud 3Kcrpeccun rera rolC
YCIIOXKHSACTCS B3aMMO/ICHCTBHEM c JIPYTUMHU
nocnenoBarensHoCcTIMU T-JIHK. Korna npyrue renst T-
JHK  orcyrcrByror, mpoMoTop oHKoreHa  rolC
IKCIIPECCUPYETCS B KOPHSIX M CTEONAX, B TO BpeMs KaK B
JIMCThAX Tabaka HaOmIOmaercss HOBOJIBHO HU3KHHA
ypoBeHb MpojyKTa reHa [Spena et al., 1987; Schmulling
et al., 1988]. Onnako B mpucyrcteun Bceil T-JTHK, rolC
TaKXKe OSKCIPECCHPYETCs Ha BBICOKOM YpOBHE H B
nucThsax tabaka [Durand-Tardif et al., 1985; Leach et al,
1991]. Hecmotps Ha To, 4To obnacth dkcmpeccun rolC,
KaK TMPaBUJIO, OTPAHUYMBACTCS KJIETKAMHU (DIIO3MBI, T'CH
MOXET OBITh HHIYIIUPOBAaH B JIOO0OH KIETKe, mpU
YCIIOBHH KYJIbTHBHUPOBAHUS B Cpejie, OoraToil caxapo3oi.
UyBcTBHUTENbHAS K caxapo3e IPOMOTOpHAs OOJIACTh
pasMeneHa Mexay 135 m 94 mH. m oGoramena AT-
nocienoBarensHocTsMu [Faiss et al., 1996; Nilsson et al.,
1997].

Joxkazano, uro rolC, kak u rolB, cmocoGen
aKTUBU3UPOBATh CHHTE3 3HAYUTEIHHOTO KOJHYECTBA
BTOPUYHBIX ~ MeTa0oiauToB. OHKOTEH  MHIYIUPYET
MIPOU3BOJICTBO TPOIIAHOBEIX ajikamounoB [Bonhomme et
al., 2000], ankamonmos nupumuHa U uHIoNa [Palazon et
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al., 1998], rurceno3umoB [Bulgakov et al, 2002] u
AHTPaXWHOHOBBIX (uToasekcuHoB [Shkryl et al., 2008].
Kpome toro, B canare (Lactuca sativa) rolC mossrimaer
AQHTUOKCHJIAHThIE W MPOTHBOBOCHAIUTENbHBIE CBOICTBA
9TOTO PACTEHUS BCIEACTBUE YBEIMYCHHUS MPOTYKIHH
(enonoB u duaBonouos [Ismail et al., 2016]. Pactrenus,
TpaHchopmupoBanHple  reHamu  r0lA  u  rolC,
JEMOHCTPUPYIOT MOBBIIICHHOE ITPOHU3BOACTBO HUKOTHHA
[Palazon et al., 1998], aHTpaxWHOHOB, THHCEHO3HUIOB
[Bulgakov et al., 2002; Shkryl et al., 2008] u ankanoumos
[Palazon et al., 1998; Bonhomme et al., 2000; Mauro et
al., 2017].

®dnosmo-criennpuueckas IKCTIPECCHS
npomoTopa rolC memaer ero moyie3HbIM HHCTPYMEHTOM B
OMOTCXHOJOTMYECKUX  IENIAX,  HANpaBICHHBIX  HA
MOBBILICHUE YCTOMYMBOCTH K PACTUTENILHBIM I1aTOr€HAM.
HacexoMBIX-TIepeHOCUNKOB WHQPEKIIMOHHBIX
3a00JIeBaHUH PACTEHUH YacTO OTHOCAT K PELIAIOIINM
(axTopam (puTomaTOreHE3a, 3HAUNTEIFHO YCHIINBAIOIIIIX
HETaTHBHBIC  IIOCJICACTBHSA  IPOSIBICHUS  OOJIE3HH,
BCIC/ICTBHE B3aUMHOTO ycwieHHs d3(dexkroB Ha
pacterue. B  umcno nmeHAPOQMIBHBIX HACEKOMEIX,
OCYILECTBIISIOLIIX MepeHoc ¢uTonaToreHHoi
WHQEKITIH, BXOJIAT Homoptera (remuritepa).
JlroreoBupycCHI, PEOBUPYCHI u OOJIBIINHCTBO
TeMHHHUBUPYCOB, CIIOCOOHBIE PEIUIMIUPOBATHCA JIUIIH B
KJIeTkax  (JIo3Mbl,  TepenaroTcs NP IOMOIIX
TreMUNTEPHBIX ~ HacekoMmbix [Uepmakos, 2013]. A
cnenuuyHas TUTS (h105MBI 9KCTIPECCHS
WHCEKTHLUAHOTO T€Ha, TOKCHMYHOTO Uil  TaKHX
OHMOJIOTHIECKUX MIePEHOCYUKOB, TTOMOJXKET
HEIOCPE/ICTBEHHO KOHTPOJIMPOBATh Iepesiady naToreHa.
Hanpumep, B TpaHCTeHHBIX pacTeHUSAX pHca, Tabaka H
Hyra, reH ASAL (Allium sativum leaf agglutinin),
KOJUPYIOUIUN PAaCTUTENbHBIA JIEKTUH C MHCEKTHUIUIHON
AKTUBHOCTHIO, IMOMEIICHHBIA O] KOHTPOJb IIPOMOTOPA
rolC, oGecrieynBaeT yCTONYHBOCTh K T€MHITECPHHHBIM

Bpeautensm [Mohajjel-Shoja, 2010].

Tenst rolD

I'en rolD Bxomut B cocraB Ttoipko TL-JTHK
arporuHOBbIX Ri mrasmun [Christey, 2001]. OcHoBHBIMU
u3  (deHoTHmUueckux  mpusHakoB  rolD  rewHo-
MOU(MUITUPOBAHHBIX PACTCHUI Tabaka MOXHO Ha3BaTh
paHHee [IBeTEHHE W YMEHbIICHHE yKOopeHeHus. M3-3a
paHHEro TMepexoja OT BEreTaTHBHOTO pPOCTa K
PENpOAYKTUBHOMY HAa HEKOTOPBIX pACTCHUSAX HE
00pa3yroTCsl MOYKH, K TOMY XK€ BBICOTa TpaHC(HOPMAHTOB
MEHbIIE, YeM Yy KOHTPOJBHBIX 00pasloB. Y LBETKOB
OTMEUAeTCs SIBIICHHE TETePOCTUIIMH, TEM HE MEHee,
CeMeHa, MOJTy4YCHHBIC oT CaMOOTIBUTCHHUS,
xu3HecocoOusl [Mauro et al.,, 1996; Ilasnosa u ap.,
2013]. 3aKoAMPOBaHHBIN JAHHBIM OHKOTE€HOM
LUTO30JIbHBIN 6enok MIPOSIBIISIET AKTHBHOCTb
OPHUTHHLUKIAMUIAMUHA3BI (OCD), CIIOCOOHOM
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MpeBpamaTh OPHUTHH B mposmH [Mauro et al, 1996;
Trovato et al., 2001]. Bbu10 BBIABUHYTO MPEANOIOKEHHUE,
YTO paHHEE I[BETCHHWE CBA3aHO C CHHTE30M IIPOJIMHA,
MMOCKOJIBKY €0 BBICOKHE YPOBHU HAOJIFONAIOTCS MMEHHO
B 1Betkax [Trovato et al, 2001]. B xymbType TOHKHX
cpe3oB akcnpeccus rera rolD mpuBoguna k oO6wibHOMY
(OpPMHUPOBAHMIO I[BETKOBBIX MEPHUCTEM, JaXEe B TOM
ciiydae, KOTJa B HOPME JIOJDKHEI TOSBUTHCS KOPHH, T.C.
MOXHO BBIABUHYTH HPECANOJIOKEHUEC, YTO I[aHHI:IfI
OHKOTECH IToJaBiisieT oOpa3oBaHue KoOpHEH. OIBITHI,
MPOJCMOHCTPUPOBAHHBIC HA IIEJIOM PACTCHUHU, HUKAKUX
3HAYUTENBHBIX A((EKTOB Ha KOPHEBYIO CHCTEMY HeE
okasanu. Takue ke JaHHBIC OBUTH MOJYYCHBI Ha TOMATE
[Mauro et al., 1996] u na apabunoncuce [Falasca et al.,
2010]. Cpeau Bcex OHKOTEHOB cemeiicTBa rol, Tombko
rolD He cmocobGeH CcaMOCTOSTENLHO CIPOBOLIMPOBATH
obpazoBanue hairy roots [Mauro et al., 1996;
Avramenko, 2015]. Ha ocHOBe BBIIIECKA3aHHOTO
CITEIyeT CIeaTh BBIBO, YTO OCHOBHOE posiBiicHue rolD
3TO dhopMupoBanue MEpPUCTEM B
MTOCTAMOPHOHANBHBIN MEPHOJA, B YaCTHOCTH MAa3yIIHBIX
nouek [[TaBnmoBa u ap., 2013]. Dkcnpeccusi OHKOreHa He
SIBIISIETCSI CIIEU(PUYHON JUIs TKaHeW, HO peryiupyercs B
mpoIecce pa3BUTHS PACTEHHA. AKTHBHOCTH IIPOMOTOPA
rena rolD wHaGmiomaeTcs B YUIMHSIONIMXCS U
IuhepeHIUPYIOMMUXCS  TKAHAX  KaKIOTO0  OpraHa
B3pPOCIIOTO PACTCHUS, 3a WCKIIOUYCHHEM AaluKaJIbHBIX
mepucteM. JlokasaHo, 4TO B IPOIIECCE POCTa PacTEHUM
skcrpeccuss reHa rolD ymeHbImaeTcss U TpekpaiaeTcs
npu ux crapenun. [logo6uo rolB, rolD paccmarpuaercs
KaK TeH, HHIYIIPYEMbIii TOPMOHOM ayKCcHHOM. OTHaKo
B TO BpeMsl Kak aKTHBAIUsI TpoMoTopa rolB ycunuBaercs
C VyBEINMYEHHEM KOHIEHTPAIlMd ayKCHHA, WHIYKIHI
mpomoTtopa rolD, HampoTHB, JOoCTHraeT ONMpeaeIeHHOTO
MaxkCuMyMa H YMCHbIIACTCA IIpH 60.]'[66 BBICOKHUX
KOHIleHTpauusix aykcuHa. [Ipomotop rena rolD tak xe,
kak u mpomotop reHa rolB Hecer B cebe Dof-
CBSI3BIBAIOIIUIM 3JIEMEHT, YYaCTBYIOIIMH B HHIYKIHUU
JnanHoro ropmona [Trovato et al., 1997; Mohajjel-Shoja,
2010].

3akJ/oueHue

A rhizogenes SIBIISICTCS MIPUPOTHBIM
nepenocurkom onkorenoB rol A, B, C u D B kierku
pacTeHHii, YTO BbI3bIBacT 3abosieBaHue «hairy rooty.
DKCIpeccusi KakIOro W3 TakuX rOl-reHoB, OKasbIBas
BAMSHHE HAa  [apaMeTpsl  pOCTa, MPHUBOJUT K
ompenenéHHBIM  (peHOTHNUYECKHM  dPdexkraMm B
pactenusnx. Y TpaHC(HOPMAHTOB OTMEUAIOTCS HAPYIICHHUSI
(UTOrOPMOHANBHOTO M KaJbLIMEBOTO  CTaTyca,
npuobpeTeHue HOBBIX MOP(OIOTHUECKUX u
q)eHOTI/IHI/I'-IeCKI/IX IIPU3HAKOB, IIOBBIIIICHHUEC
YCTOWYMBOCTH  TI0  OTHOWICHHUIO K  Pa3jIMYHBIM
CTPECCOBBIM  BO3felcTBHsAM. I[lostomy rol-rersr  A.
rhizogenes Moryr okaszatbcss TEPCHEKTHBHBIMH MIPH
CO3JIaHUW TPAHCTCHHBIX PACTCHUH, XapaKTePHU3YIOIIUXCS
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VIAYYIICHHBIME TTapaMETpaMH  pocTa W TIOBBIIICHHOM
cTpeccoycToYnBOCTRIO. IIpruem rol-reHsr MoryT ObITH
TEpEHECEHBl B CTPOTO OTIPEIeeHHBIE MeCTa TeHOMa
pactennii mpu momou TexuHojorud CRISPR/Cas9
[Kynayes u ap., 2017]. OxHako Ha CEroOmHSLIHMA JIEHb
JUIs TUTAHUPOBAHMS paboT TI0 MUCIOJIB30BaHMIO I0l-reHoB
B TEHHOW WHXXCHEPUH M TCHOMHOM DPEIaKTHPOBAaHWHU HE

XBaTaeT  OMIMPHYECKUX  JAHHBIX W II03TOMY
MIPOJOJDKEHHE  3TOTO  HANpaBICHUs  UCCIEJOBaHUM
OCTaeTCs! BECbMa aKTyaJIbHBIM.

[Toxyuaemsle pu arpo0akTepraIbHOM

TpaHcdopMalMi KylabTypsl hairy roots ucrnonssyrorcs
JUIsL CHHTE3a MIEPBUYHBIX U BTOPHYHBIX METAa0OJUTOB, U
9TH  TEXHOJOTHH  MOTYT  OBITH  MOJE3HBI B
(dapManeBTHYCCKOW, TUINEBOW ©  HapproMepHOU
MPOMBIIUICHHOCTH. ONTHMH3UPOBAHHBIC JUISL JKHUIKHX
KynbTyp  hairy  rootS MoXHO  BbIpanMBath B
MPOMBIIUICHHBIX ~ OHOpeakTopax Uil MOJYyYCHHs
MIAPOKOTO CreKTpa (uToxuMukaros [Ono et al.,, 2011].
Tak, Ha CeromHALIHMKA IeHb OpH Homoum hairy roots
yXKE CHHTE3UPYIOTCS PECBEpaTpoI, AHTHOKCHAAHTHBIC

(hepMeHTEHI: ackopOaTHepokcHa3a,  Karamaza H|
CYNEPOKCUATUCMYTa3a, (bepMeHTbI CHHTE3a
(UTOATEKCHHOB, AITKAJIOUIBL: TPOTIAHOBHIE,
MTUPUITHOBBIE, WHJIOJIHEIE; TUHCEHO3H/IBI,
¢uTOANEKCHHBI, APTEMU3UHUHEI U T.A. [Ipu 3TOM TOHKas
perymsinusi  3kcmnpeccuu  rol-reHoB  mMokeT  ObITh

HCIOJIb30BaHa JII MOIYJIAIUMHM CHHTE3a BTOPHUYHBIX
MeTabOoJIUTOB.

Ileperoc renoB A. rhizogenes B pacreHus
MOXET OBITb HE TOJBKO CTpaTernei, ITOMOTAaIOIICH
BBDKHMBAHUIO arpo0aKkTepuii, HO U B CBETE HOBBIX JIAHHBIX
MOXET paccMaTpHBaThCsi Kak CHMOHMO3  MEXIy
Oaktepueli ®  pacteHmeMm. Ecmm  gaxe — 3TO
B3aHMO}IeﬁCTBHe HE ABISETCI CUMOMO30M B IMPUBBIYHOM
MMOHMMAaHUHM JTOTO0 TEpMHHA, B IIOOOM ciydae »3TO
IIpUMep BO3HUKIIEH B MPOIECCEe UTUTENbHON IBOIIOIHUU
YCTOWUYUBOM MPHUPOTHON CHCTEMBI, KOTOpPask MOXET OBITh
MOJIE3HOW HE TOJBKO JUIsi arpoOakTepuu, HO W JUIs
pacTeHusa-X0341Ha. HanbHeitmme JleTajbHbIE
HCCIICIOBAHUS CTPYKTYPBI, PYHKIIMH ¥ OMOXUMHYCCKOU
AKTUBHOCTH IOl-reHoB M HMX OEIKOBBIX IPOLYKTOB
ITOMOTYT TPOSICHUTh TOHKHE MEXaHW3MBl PETYJIIHA
MIPOIIECCOB B3aUMOJICHCTBUS arpoOaKTepHil M PaCTCHUH,
a take ¢yHkunoHmpoBanus T-JIHK B pacturensHOM
TeHOMeE. DTH 3HaHUsI MOTYT NPUOJIM3HUTH Hac B OyayleM
K pa3paboTKe METOAOB LIEJICHANIPABICHHOTO YIPaBICHUS
POCTOM U MIPOAYKTUBHOCTBIO KaK LIEJIbIX PACTEHUH, TaK U
WX YacTed, ¢ MPUMEHEHHEM, B TOM 4YHCIIE, OHKOTEHOB
arpoOaktepuii. [lo kpaifHel Mepe, arpoOakTepuu B
TIpoIIecce HBOJIOLUN yXKE IaBHO “HAYYWIUCH YIPaBIsAThH
POCTOM pACTEHHH, MMO3TOMY H3yYCHHE MOJEKYIISIPHBIX
MEXaHW3MOB  arpoOakTepHalbHOW  TpaHchOopMalnu
pacTeHuil, MOXXeT W Hac MPUOIM3UTH K PEIICHUIO 3TOH
aKTyaJIbHOH MPOOJIEMBI HAYKH O PACTCHUSX.



3. Kynyes  B.P.

denoTunMIECKOE IMPOSABJICHUC rol-resos B PaCTCHUAX

Jluteparypa

1. Ampamenko T.B. AKTHBHOCTP M TPOIYKIIHS

mepokcuaas |l kmacca B KIIETOYHBIX KyJABTYpax
pacTeHuii, TpaHcHOPMUPOBAHHBIX TeHaMu 0IB
u rolC: aBroped. auc. kauma. 6uoin. Hayk / T. B.
ABpameHnko; buoin.-mous. un-T JIBO PAH.
Bnagusocrox, 2015. 24 c¢. [Avramenko T.V

Activity and production of Class Il
peroxidases in cell cultures of plants
transformed with rolB and rolC genes:

Abstract. dis. cand. biol. sciences / T.V
Avramenko; Biol.-soil. institute of Far Eastern
Branch of RAS. Vladivostok, 2015. 24 p. In
Russian].

2. Kynaea O.A., MarseeBa T.B., JIyrosa JLA.

I'opuzoHTanbHeIi IIEPEHOC T€HOB oT
arpoo0akTepuii K pacTeHISIM // DKOJIOTHUSCKast
remeruka. 2006. T. IV. Ne 4. C. 10-19.
[Kulaeva O.A., Matveeva T.V., Lutova L.A
Horizontal transfer of genes from agroobacteria
to plants // Ecological genetics. 2006. V. IV. Ne
4. P. 10-19. In Russian].

KaymumoBupychl u = uX
MTOJTHOTEHOMHBIE  TTpOMOTOpEl  //  Bromuka.
2012. T. 4. Nel. C. 1-19. [Kuluev B.R.
Caulimoviruses and their promoters // Biomics.
2012. V. 4. P. 1-19. In Russian].

4. Kynyer b.P., Bepmununa 3.P., Kuszes A.B.,

Yemepuc [.A., baiimueB An.X., Yymakos
M.U., Baiimue AnX., UYemepuc A.B.
«Kocmatbpie» KOpHU pAacTeHUHd — BayKHBIN
I/IHCTPYMGHTapI/Iﬁ JUIA I/ICCHG)IOBaTeHeﬁ u
MOIITHAS ¢duToxumbuopadprka UL
MMPOU3BOICTBEHHUKOB // bruomuka. 2015. T. 7.
Ne2. C. 70-120. [Kuluev B.R., Vershinina Z.R.,
Knyazev A.V., Chemeris D.A., Baimiev A.N.,
Chumakov M.I., Baimiev A.L., Chemeris A.V.
Plant hairy roots are important instrumentation
for researchers and powerful
phytochembiofactory for manufacturers //
Biomics. 2015. V. 7. Ne2. P. 70-120. In
Russian].

5. Kymnyes b.P., I'epamenxoB I".A., PoxxaoBa H.A.,

baitmue An.X., Bepmumnuna 3.P., Kuszes
A.B., Maraussos P.T., JSlceibaeBa I'.P.,
Hukonopos I0.M., Uemepuc [.A., Baiimues
An.X., Yemepuc A.B. CRISPR/Cas
pElaKTUpOBaHHE  TIE€HOMOB  pacreHuii [/
buommka. 2017. T. 9. Ne3. C. 155-182.
[Kuluev B.R., Gerashchenkov G.A., Rozhnova
N.A., Baymiev An.Kh., Vershinina ZR.,
Knyazev A.V., Matniyazov R.T., Gumerova
G.R., Mikhailova E.V., Nikonorov Yu.M.,
Chemeris D.A., Baymiev Al.Kh., Chemeris
A.V. CRISPR/Cas genome editing of plants //

312

6. KyzoBkmna W.H.,

Biomics. 2017. V. 9. Ne3. P. 155-182. In
Russian].

Brnosutuenko M.1O.
lenernueckn TpaHc(HOPMHUPOBAHHBIE KOPHH
KaK MOZACJIbHasA cucremMa A N3Y4YCHU
(I)I/ISI/IOJ'IOFI/I‘IGCKI/IX u OMOXUMHYECKUX
IIPOLIECCOB  KOPHEBOM  CUCTEMBI  LIEJIOTO
pacrenus / B ka.: MonekynsipHO-TeHeTHYECKNE
U OHOXMMHYECKHE METOAbI B COBPEMCHHOM
ouonoruu pacrenuii. [log pen. Kysuerosa Bi.
B., Ky3nenosa B.B., PomanoBa I'.A. Mocksa,
2012. BUHOM, Jla6oparopus 3uanuii, C. 137—
153. [Kuzovkina I.N., Vdovitchenko M.Yu.
Genetically transformed roots as a model
system for studying the physiological and
biochemical processes of the root system of an
entire plant / In: Molecular genetic and
biochemical methods in modern plant biology.
Kuznetsova  VLV.,  Kuznetsova V.V,
Romanova G.A. Moscow, 2012. BINOM,
Laboratory of Knowledge, P. 137-153. In
Russian].

7. Muxaitnosa E.B., Kynyes B.P., fIceibaeBa I'.P.,

Yemeprc A.B. Co3ganne KymbTyp OOpOIaTHIX
kopreit  Withania somnifera wu  omenka
apaMeTpoB HUX pocCTa IPHU BBEIPAIIUBAHUN Ha
TBEPABIX W KUJAKHUX NHUTATCIbHBIX Cpelax //
BecTtHuk OMOTEXHOJIOTUHI u (uzuko-
XUMHUYECKOU OHoJIOTUr M. I0.A.
OpunnnukoBa. 2017. T. 13. Ne2. C. 40-45.
[Mikhailova E.V., Kuluev B.R., Yasibaeva
G.R., Chemeris A.V. Creation of cultures of
hairy roots Withania somnifera and assessment
of parameters of their growth at cultivation on
firm and liquid nutritious environments //
Journal “Yu.A. Ovchinnikov Bulletin of
Biotechnology and Physical and Chemical
Biology”. 2017. V. 13. Ne 2. P. 40-45. In
Russian].

8. Mycun X.I'., SlkymoBa A.b., Muxaitnosa E.B.,

Kynye B.P. OcoGenHoctn pocra KyabTyp
TEHETUYECKHU TpaHcHOPMHUPOBAHHBIX
(6opomaTeIx) KopHe# Tabaka W BUTAHUHU IIPH
U3MCHCHHH O00BbeMa WHUTATEILHOU cpensl //
BectHuk ~ OumoTexHONMOTHM M (PH3HKO-
XUMHUYECKON ouosoruu HUM. I0.A.
OBumnnukoBa. 2017. T. 13. Ne2. C. 46-50.
[Musin Kh.G., Yakupova A.B, Mikhailova
E.V., Kuluyev B.R. Peculiarities of the growth
of cultures of genetically transformed (hairy)
roots of tobacco and vitania with a change in
the volume of nutrient medium // Journal
“Yu.A. Ovchinnikov Bulletin of
Biotechnology and Physical and Chemical



denoTunMIECKOE IMPOSABJICHUC rol-resos B PaCTCHUAX

Biology”. 2017. V. 13. Ne 2. P. 46-50. In
Russian].

9. TTaBnoBa O.A., MareeeBa T.B., JIyroBa JLA.
Rol-reust  Agrobacterium  rhizogenes  //
Okonoruueckas renernka. 2013. T. XI. Nel. C.
59-68. [Pavlova O.A., Matveeva T.V., Lutova
L.A. Rol-genes of Agrobacterium rhizogenes //
Ecological genetics. 2013. V. XI. N 1. P. 59—
68. In Russian].

10. Yemepuc A.B., buxbynaroBa C.M., Yemepuc
H.A., baiimueB An.X., Kuszes A.B., Kynyes
B.P., MakcumoB W.B. Hamo 1m omacarbcs
I'MO? B3rnsig HecTOpOHHHX HabJroareneii Ha
ucreputo BOokpyr // buomuxka. 2014. T.6. Ne 2.
C. 77-138. [Chemeris A.V., Bikbulatova S.M.,
Chemeris D.A., Baymiev A.L., Knyazev A.V.,
Kuluev B.R., Maksimov 1.V. Should beware of
the GMOs? On-site observers view on the
hysteria around // Biomics. 2014. V.6. Ne 2. P.
77-138. In Russian].

11.Yemepuc A.B., Uemepuc /I.A., Baitmuer A.X.,
Kuszes A.B., Kynyes b.P., MakcumoB U.B.
Bopsba ¢ I'MO kak HeonbiceHKoBUMHA [/
Bbromuxka. 2015. T. 7. Ne 1. C. 1-39. [Chemeris
AV. Chemeris D.A., Baymiev A.Kh,
Knyazev A.V., Kuluev B.R., Maksimov L.V.
The fight against GMO is neolysenkoism //
Biomics. V. 7. Ne 1. P. 1-39. In Russian].

12. Yepnakos B.B. JlennpodunbHeie HaceKOMBIE -
NEPECHOCYMKM W CUMOMOHTBI BO30yaUTEICH
Gonesneit apeecusix pacrernit // VI Urenus
namsta O. A. Karaesa. Bpeaurenu u 6one3nu
JpeBecHBIX pacTenuii Poccun / Matepuais
MexayHap. koHpepenunu, Cankr- [erepOypr,
25-27 wnosiops 2013 r. CII6.: CIIo TJITY,
2013. C. 97-98. [Cherpakov  V.V.
Dendrophilous insects - carriers and symbionts
of pathogens of diseases of wood plants // VII
Readings in memory of OA Katayev. Pests and
diseases of woody plants in Russia / Intern.
Conference, St. Petersburg, November 25-27,
2013 SPb.: St. Petersburg State Technical
University, 2013. P. 97-98. In Russian].

13.4Yy6 B.B. Pacrenus-I'MO: kak 310 nenmaercs //
ITorennman. Xwumwusa. buomornsa. Menumuna.
2011. Ne 11. [Chub V.V. Plants-GMQOs: how
it's done // Potential. Chemistry. Biology.
Medicine 2011. Ne 11. In Russian].

14. YymakoB M.UM. Mexanusm arpobakTrepraibHOM
TpaHchopmarmu pacteHuit. Caparos: CioBo,
2001. 256 c. [Chumakov M.I. The mechanism
of agrobacterial transformation of plants.
Saratov: The Word, 2001. 256 pp. In Russian].

15. Yymaxos M.U. Benkosrit ammapar,
peanu3yromuil TOpU3OHTaNbHBIN nepenoc T-

313

JHK wu3 arpobakrepuii B 3yKapHOTHYECKHE
kietku (063op) // Buoxumums. 2013. T. 78.
Ne 12. C. 1670-1683. [Chumakov M.l. The
protein complex realizes the horizontal transfer
of T-DNA from agrobacterium to eukaryotic
cells (review) // Biochemistry. 2013. V. 78.
Ne 12. P. 1670-1683. In Russian].

16.Oper A.A., 3ubapeBa JIL.H., XXene3nnueHko
T.B., Kos3ynosa O.B. KyneTypa renerndecku
TpaHchopMHpOBaHHBIX KopHed (hairy roots)
Silene roemeri Friv. — MCTOYHHK TOJNyYCHUS
¢uToskaucrepono // BectHuk Tomckoro
TOCYJapCTBCHHOI'0 YHHBCPCUTETA. Buonorus.
2017. Ne 37. C. 17-30. [Erst A.A., Zibareva
L.N., Zheleznichenko T.V., Kovzunova O.V.
Culture of genetically transformed roots (hairy
roots) Silene roemeri Friv is source of
phytoecdysteroids production // Tomsk State
University Journal of Biology. 2017. Ne. 37. P.
17-30. In Russian].

17. SceibaeBa I'.P., Bepmuauna 3.P., Kynyes b.P.,
Uemepruc A.B. BesdakrepuanpHOe MOTyYeHUE
KOCMAThIX KOpHEeH // BeCTHHK 3aluThI
pacrenmii. 2016. T. 89.Ne 3. C. 187-188.
[Yasibaeva G.R., Vershinina Z.R., Kuluev
B.R., Chemeris A.V. Induction of hairy roots
without Agrobacterium transformation // Plant
Protection News. 2016. T. 89. Ne 3. P. 187-
188. In Russian]

18. Aggarwal B.B., Bhardwaj A., Aggarwal R.S.,
Seeram N.P., Shishodia S., Takada Y. Role of
resveratrol in prevention and therapy of cancer:
preclinical and clinical studies //Anticancer
Res. 2004 V. 24. P. 2783-2840.

19. Altamura M.M., Capitani F., Gazza L., Capone
I., Costantino P. The plant oncogene rolB
stimulates the formation of flower and root
meristemoids in tobacco thin cell layers // New
Phytol. 1994. V. 126. P. 283-293. doi:
10.1111/j.1469-8137.1994.th03947 .x

20. Altamura M.M. Agrobacterium rhizogenes rolB
and rolD genes: regulation and involvement in
plant development // Plant Cell, Tissue and
Organ Culture. 2004. V. 77. P. 89-101. doi:
10.1023/B:T 1CU.0000016609.22655.33

21.Ayadi R., Tremouillaux-Guiller J. Root
formation from transgenic calli of Ginkgo
biloba // Tree Physiol. 2003. V. 23. P. 713-
718. doi: 10.1093/treephys/23.10.713

22.Barros L.M.G., Curtis R.H., Viana A.A.B.,
Campos L., Carneiro M. Fused RolA Protein
enhances glucoronidase activity 50-fold:
implication for rolA mechanism of action.
protein pep // Lett. 2003. V. 10. P. 303-311.
doi: 10.2174/0929866033478951



denoTunMIECKOE IIPOSABJICHUC rol-resos B PaCTCHUAX

23. Bellincampi D., Cardarelli M., Zaghi D., Serino
G., Salvi G., Gatz C., Cervone F., Altamura
M.M., Costantino P., De Lorenzo G.
Oligogalacturonides prevent rhizogenesis in
rolB transformed tobacco explants by
inhibiting auxin-induced expression of the rolB
gene // Plant Cell .1996. V. 8. P. 477-487. doi:
10.1105/tpc.8.3.477

24.Bonhomme V., Laurain Mattar D., Fliniaux
M.A. Effects of the rolC gene on hairy root:
induction development and tropane alkaloid
production by Atropa belladonna // J Nat Prod.
2000. V. 63. P. 1249-1252. doi:
10.1021/np990614I

25.Bulgakov V.P., Tchernoded G.K., Mischenko
N.P., Khodakovskaya M.V., Glazunov V.P.,
Radchenko S.V., Zvereva E.V., Fedoreyev
S.A., Zhuravlev Y.N., Effect of salicylic acid,
methyl jasmonate, ethephon and cantharidin on
anthraquinone production by Rubia cordifolia
callus cultures transformed with the rolB and
rolC genes // Biotechnol. 2002. V.97. P. 113-
221. doi: 10.1016/S0168-1656(02)00067-6

26. Bulgakov V.P., Shkryl Y.N., Veremeichik G.N.,
Gorpenchenko T.Y., Vereshchagina Y.V.
Recent advances in the understanding of
Agrobacterium rhizogenes-derived genes and
their effects on stress resistance and plant
metabolism // Adv. Biochem. Eng. Biotechnol.
2013. V.134. P.11-22. doi:
10.1007/10_2013 179

27.Bulgakov V.P., Veremeichik G.N., Shkryl Y.N.
The rolB gene activates the expression of genes
encoding microRNA processing machinery //
Biotechnol Lett. 2015. V. 37. P. 921-925. doi:
10.1007/s10529-014-1743-7

28. Capone I., Frugis G., Costantino P., Cardarelli
M. Expression in different populations of cells
of the root meristem is controlled by different
domains of the rolB promoter // Plant Mol.
Biol. 1994. V. 25. P. 681-691. doi:
10.1007/BF00029606

29. Cardarelli M., Mariotti D., Pomponi M., Spano
L., Capone I., Costantino P. Agrobacterium
rhizogenes T-DNA genes capable of inducing
hairy root phenotype // Mol. Gen. Genet. 1987.
V. 209. P. 475-480. doi: 10.1007/BF00331152

30. Carneiro M., Vilaine F. Differential expression
of the rolA plant oncogene and its effect on
tobacco development // Plant J. 1993. V. 3. P.

785-792. doi: 10.1111/j.1365-
313X.1993.00785.x
31.Christey M.C. Use of Ri-mediated

transformation for production of transgenic

314

plants // In Vitro Cell Dev Biol. 2001. V. 37. P.
687-700. doi: 10.1079/IVP2001203

32.Christensen B., Sriskandarajah S., Serek M.,
Miiller R. Transformation of Kalanchoe
blossfeldiana with rol-genes is wuseful in
molecular breeding towards compact growth //
Plant Cell Rep. 2008. V. 27. P. 1485-1495. doi:
10.1007/s00299-008-0575-0

33. Costantino P., Capone I., Cardarelli M., De-
Paolis A., Mauro M.L., Trovato M. Bacterial
plant oncogenes: the rol genes’ saga //
Genetica. 1994. V. 94. P. 203-211. doi:
10.1007/BF01443434

34.De Paolis A., Sabatini S., De Pascalis L.,
Costantino P., Capone I. A rolB regulatory
factor belongs to a new class of single zinc
finger plant proteins // Plant J. 1996. V. 10. P.
215-223. doi: 10.1046/j.1365-
313X.1996.10020215.x

35. Dehio C., Schell J. Stable expression of a single-
copy rolA gene in transgenic Arabidopsis
thaliana plants allows an exhaustive mutagenic
analysis of the transgene associated phenotype
// Mol. Gen. Genet. 1993. V. 241. P. 359-366.
doi: 10.1007/BF00284689

36.Dehesh K., Bruce W.B., Quail P.H. A
transacting factor that binds to a GT-motif in a
phytochrome gene promoter // Science. 1990.
V. 250. P. 1397-1399. doi:
10.1126/science.2255908

37.Dilshad E., Cusido R.M., Palazon J., Estrada
K.R., Bonfill M., Mirza B. Enhanced
artemisinin yield by expression of rol genes in
Artemisia annua // Malar. J. 2015. V. 14. P.
424. doi: 10.1186/s12936-015-0951-5

38. Durand-Tardif M., Broglie R., Slightom J.,
Tepfer D. Structure and expression of Ri T-
DNA from Agrobacterium rhizogenes in
Nicotiana tabacum. Organ and phenotypic
specificity // Mol. Biol. 1985. V. 186. P. 557-
564. doi: 10.1016/0022-2836(85)90130-5

39. Estruch J.J., Chriqui D., Grossmann K., Schell
J., Spena A. The plant oncogene rolC is
responsible for the release of cytokinins from
glucoside conjugates // EMBO J. 1991. V. 10.
P. 2889-2895.

40.Faiss M., Strnad M., Redig P., Dolezal K.,
Hanu§ J., Van Onckelen H., Schmiilling T.
Chemically induced expression of the rolC-
encoded B-glucosidase in transgenic tobacco
plants and analysis of cytokinin metabolism:
rolC does not hydrolyze endogenous cytokinin
glucosides in planta // Plant J. 1996. V. 10. P.
33-46. doi: 10.1046/j.1365-
313X.1996.10010033.x



denoTunMIECKOE IIPOSABJICHUC rol-resos B PaCTCHUAX

41.Falasca G., Altamura M.M., D’Angeli S., Zaghi
D., Costantino P., Mauro M.L. The rolD
oncogene  promotes axillary bud and
adventitious root meristems in Arabidopsis //
Plant Physiol Biochem. 2010. V. 48. P. 797-
804. doi: 10.1016/j.plaphy.2010.06.002

42.Gechev T.S., Van Breusegem F., Stone J.M.,
Denev I., Laloi C. Reactive oxygen species as
signals that modulate plant stress responses and
programmed cell death // Bioessays. 2006. V.
28. P. 1091-1101. doi: 10.1002/bies.20493

43. Guivarch A., Spena A., Noin M. The pleiotropic
effects induced by the rolC gene in transgenic
plants are caused by expression restricted to
protophloem and companion cells // Transgen.
Res. 1996. V. 5 P. 3-11. doi:
10.1007/BF01979917

44, 1smail H., Dilshad E., Tahir Waheed M., Sajid
M., Kayani K., Mirza B. Transformation of
Lactuca sativa L. with rolC gene results in
increased antioxidant potential and enhanced
analgesic, anti-inflammatory and antidepressant
activities in vivo // Biotech 2016. V. 6. P. 215.
doi: 10.1007/s13205-016-0533-4

45.Jill 'S. Gartland. Agrobacterium virulence//
Methods in Molecular Biology. 1995. V. 44,
P.15-28. doi: 10.1385/0-89603-302-3:15

46. Kiselev K.V, Dubrovina A.S, Veselova M.V,
Bulgakov V.P, Fedoreyev S.A., Zhuravlev
Y.N. The rolB gene-induced overproduction of
resveratrol in Vitis amurensis transformed cells
/I J Biotechnol. 2007. V. 128. P. 681-692. doi:
10.1016/j.jbiotec.2006.11.008

47.Kuluev B.R., Knyazev A.V., Mikhaylova E.V.,
Ermoshin A.A., Nikonorov Y.M., Chemeris
A.V. The poplar ARGOS-LIKE gene promotes
leaf initiation and cell expansion, and controls
organ size // Biologia Plantarum. 2016. V. 60.
P. 513-522.

48.Kuluev B.R., Knyazev A.V., Postrigan B.N.,
Chemeris A.V. The creation of transgenic
tobacco plants expressing fragments of the
ARGOS and NtEXPA4 genes in antisense
orientation // Russian Journal of Genetics.
2014, V. 50. P. 37-44, doi:
10.1134/S1022795414010074

49.Knyazev A.V., Kuluev B.R., Vershinina Z.R.,
Yasybaeva G.R, Chemeris AV.
Agrobacterium rhizogenes mediated hairy root
induction in Parasponia andersonii Planch //
Asian Journal of Plant Sciences. 2017. V. 16
(4). P. 227-234.

50. Kunshi M., Shimomura K., Takida M., Kitanaka
S. Growth and ginsenoside production of
adventitious and hairy root cultures in an

315

interspecific hybrid ginseng (Panax ginseng, P.
quinquefolium) // Nat Med. 1998. V. 52. P. 1-
4

51.Landi F., Capocasa E., Costantini B., Mezzetti

M. RolC strawberry plant adaptability,
productivity, and tolerance to soil-borne
disease and mycorrhizal interactions //

Transgenic Res. 2009. V. 18. P. 933-942. doi:
10.1007/s11248-009-9279-7

52.Leach F., Aoyagi K. Promoter analysis of the
highly expressed rolC and rolD root-inducing
genes of Agrobacterium rhizogenes: enhancer
and tissue-specific DNA determinants are
dissociated // Plant Sci. 1991. V. 79. P. 69-76.
doi: 10.1016/0168-9452(91)90071-F

53. Magrelli A., Langenkemper K., Dehio C., Schell
J., Spena A. Splicing of the rolA transcript of
Agrobacterium rhizogenes in Arabidopsis //
Science. 1994. V. 266. P. 1986-1988. doi:
10.1126/science.7528444

54. Maurel S., Barbier-Bryqoo H., Spena A., Temp
G., Guern G. Single rol genes from the
Agrobacterium rhizogenes TL-DNA alter some
of the cellular responses to auxin in Nicotiana
tobacum // Plant Physiol. 1991. V. 97. P. 212—
216. doi: 10.1104/pp97.1.212

55. Mauro M.L., Trovato M., Paolis A.D., Gallelli
A., Costantino P., Altamura M.M. The plant
oncogene rolD stimulates flowering in
transgenic tobacco plants // Dev. Biol. 1996. V.
180. P. 693-700. doi: 10.1006/dbio.1996.0338

56.Mauro M.L., Costantino P.P., Bettini P. The
never ending story of rol genes: a century after
/I Plant Cell, Tissue and Organ Culture. 2017.
V. 2. P. 201-212. doi: 10.1007/s11240-017-
1277-5

57. Mercuri A., Bruna S., De Benedetti L., Burchi
G., Schiva T. Modification of plant architecture
in Limonium spp. induced by rol genes // Plant
Cell Tiss Org Cult. 2001. V. 65. P. 247-253.
doi: 10.1023/A:1010623309432

58. Meyer A.D., Tempé J., Costantino P. Hairy root:
a molecular overview. Functional analysis of
Agrobacterium rhizogenes T-DNA genes //
Plant microbe interaction. 2000. V 5. P. 93—
139.

59. Mohajjel-Shoja H. Contribution to the study of
the Agrobacterium rhizogenes plast genes, rolB
and rolC, and their homologs in Nicotiana
tabacum. Thesis of University of Strasbourg.
2010.

60. Moriuchi H., Okamoto C., Nishihama R.,
Yamashit 1., Machida Y., Tanaka N. Nuclear
localization and interaction of rolB with plant
14-3-3 proteins correlate with induction of



denoTunMIECKOE IIPOSABJICHUC rol-resos B PaCTCHUAX

adventitious roots by the oncogne rolB // Plant
J. 2004. V. 38. P. 260-275. doi:
10.1111/j.1365-313X.2004.02041.x

61. Nemhauser J.L., Feldman L.J., Zambryski P.C.
Auxin and ETTIN in Arabidopsis gynoecium
morphogenesis // Development. 2000. V. 127.
P. 3877-3888.

62. Nilsson O., Olsson O. Getting to the root: The
role of the Agrobacterium
rhizogenes rol genes in the formation of hairy
roots // Physiol Plant. 1997. V. 100. P. 463-
473. doi: 10.1111/j.1399-3054.1997.tb03050.x

63. Palazon J., Cusido R.M., Roig C., Pifiol M.T.
Expression of the rolC gene and nicotine
production in transgenic roots and their
regenerated plants // Plant Cell Rep. 1998. V.
17. P. 384-390. doi: 10.1007/s002990050411

64. Shkryl Y.N., Veremeichik G.N., Bulgakov V.P.,
Tchernoded G.K., Mischenko N.P., Fedoreyev
S.A., Zhuravle Y.N. Individual and combined
effects of the rolA, B and C genes on
anthraquinone production in Rubia cordifolia
transformed calli // Biotechnol. Bioeng. 2008.
V. 1. P. 118-125. doi: 10.1002/bit.21727

65. Schmiilling T., Schell J., Spena A. Single genes
from Agrobacterium rhizogenes influence plant
development // EMBO J. 1988. V. 7. P. 2621
2629.

66. Shyamkumar Barampuram, Zhanyuan J. Zhang
Recent Advances in Plant Transformation //
Methods in Molecular Biology. 2011. V. 701.
P. 1-35. doi: 10.1007/978-1-61737-957-4_1

67.Sinkar P.S., Pythoud F., White F.F., Nester
E.W., Gordon M.P. RolA locus of the Ri
plasmid directs developmental abnormalities in
transgenic tobacco plants // Genes Dev. 1988.
V. 2. P. 688-697. doi: 10.1101/gad.2.6.688

68. Spano L., Mariotti D., Cardarelli M., Branca C.,
Costantino P. Morphogenesis and auxin
sensitivity of transgenic tobacco with different
complements of Ri T-DNA // Plant Physiol.
1988. V. 87. P. 479-483.

69. Spena A., Schmulling T., Koncz C., Shell J.
Independent and synergistic activity of rolA, B
and C loci in stimulating abnormal growth in
plants // EMBO J. 1987. V. 6. P. 3891-3899.

70.0n0 N.N, Tian L. The multiplicity of hairy root
cultures: prolific possibilities // Plant Sci. 2011.
V. 180. P. 439-446. doi:
10.1016/j.plantsci.2010.11.012.

71.Palazon J., Cusido R.M., Roig C., Pifiol M.T.
Expression of the rolC gene and nicotine

316

production in transgenic roots and their
regenerated plants // Plant Cell Rep. 1998. V.
17. P. 384-390. doi: 10.1007/s002990050411
72. Tobena-Santamaria R., Bliek K., Ljung G.,
Sandberg J.N.M. FLOOZYof petunia is a
Flavin mono-oxygenaselike protein required
for the specification of leaf and flower
architecture // Gene Dev. 2002. V. 16. P. 753—

763.
73.Trovato M., Mauro M.L., Costantino P.,
Altamura, M.M. The rolD gene from

Agrobacterium rhizogenes is developmentary
regulated in transgenictobacco // Protoplasma.
1997. V. 197. P. 111-120. doi:
10.1007/BF01279889

74. Trovato M., Maras B., Linhares F., Constantino
P. The plant oncogene rolD encodes a
functional ornithine cyclodeaminase // Proc.
Natl. Acad. Sci. U.S.A 2001. V. 98. P. 13449-
13453. doi: 10.1073/pnas.231320398

75. Veremeichik G.N, Shkryl Y.N, Bulgakov V.P,
Avramenko T.V, Zhuravlev Y.N. Molecular
cloning and characterization of seven class Il1
peroxidases induced by overexpression of the
agrobacterial rolB gene in Rubia cordifolia
transgenic callus cultures // Plant Cell Rep.
2012. V. 6. P. 1009-1019. doi:
10.1007/s00299-011-1219-3.

76. White F.F., Taylor B.H., Huffman G.A., Gordon
M.P., Nester E.W. Molecular and genetic
analysis of the transferred DNA regions of the
root-inducing plasmid of Agrobacterium
rhizogenes // J. Bacteriol. 1985. V. 164. P. 33—
44,

77.Yanagisawa S. Dof domain proteins: plant-
specific transcription factors associated with
diverse phenomena unique to plants // Plant
Cell Physiol. 2004. V. 45. P. 386-391.

78. Yasybaeva G.R., Vershinina Z.R., Kuluev B.R.,
Mikhaylova E.V., Baymiev A.H., Chemeris
AV. Biolistic-mediated plasmid-free
transformation for induction of hairy roots in
tobacco plants // Plant Root. 2017. V. 11. P.
33-39. doi: 10.3117/plantroot.11.33

79.Zuker A., Tzfira T., Scovel G., Ovadis M.,
Shklarman E., Itzhaki H. RolC-transgenic
carnation with improved agronomic traits:
Quantitative and qualitative analyses of
greenhouse-grown plants // J. Am. Soc. Hortic.
Sci. 2001. V. 126. P. 13-18.



