


Tpanczennvie pacmernus-1

MoJiekyJasipHbIe  MEXaHM3Mbl B3aMMOJACHCTBUSA
paCTeHUsI — arpodaKTepuu

BekTopbl HA OCHOBE arpod0aKTepuu
CejleKTUBHbIC M PeNOpPpTEPHbIE I'eHbI
MeToasl TpaHchopManuu

3amosikaHue (CAaMJICHCHMHI) F€HOB Y TPAHCICHHbIX
pacTeHuH



HoOeneBckas npemus ,
OCHOBOIIOJIOKHUK 112-0M 3ej1eHou
DPEBOIIOLIMH.

Hopman Ipnem bopaae
Hopman Bopaaz noayuua Hoévle copma
NWEeHUYbL C NOBLIUUEHHOU YPOHCATIHOCTHIO.
Hauano «3eaenoil Pegoioyuu» 6 ceabCrom
xo3aiicmae.

1963



MeTtoabr TpaAULIMOHHOU CceneKkuuu pacTeHUw

1. bnuskopoacTeeHHOe cKpelmBaHUe 3. MyTtareHes

Mg OAUTeNbCKas (POpMa
poAuUTenbCcKas poAUTenbCKas poA \L gop

popma 1 X opma 1

MyTareHes
NOTOMCTBO
‘l‘ NOTOMCTBO (MYTQHTLI)
ot6op *l'
ot6op

2. OtpaneHHoe ckpewwmsaHue (ayT6puAaUHr)

poauTenbckas pPOAUTESbCKAS
popma 1 X qopma 2

notomcTeo (reteposucHsre rmbpuasbr)

v

ot6op



TEOCUHTE







TpaAULMUOHHAA cenekuus pacteHuun

TpaavumoHHbeh aoHop Kommepueckas ~ Hoeas pasHoBuaHOCTb

OHK - uenb reHos Pa3sHOBUAHOCTb

TpaauLUMOHHas

ceneKkums cpasy

KOMbUHUpYeT " )
MHOIO reHoB.

ﬂepeHOCMTCQ reH uHtepeca (ckpeuwwmeaHue)

MHOro «bannacra» reH uHTepeca

BuotexHonorua pacreHuu

reH uHtepeca  Kommepueckas Hoeasa pasHoBuaHOCTL
Ncnonb3ys pasHoOBUAHOCTb (nepeHeceH TONbKO reH UHTepeca)
buoTexHonoruo,
MOXHO MepeHecT 0 ‘ g
TOJIbKO OAUH TeH
(nepeHoc)
reH UHTepeca 7

(uenesoin reH)



[eHeTUYeCcku MOAUPULUPOBAHHLIN OPraHU3M
(TMO) -

OpPraHU3M, reHeTUYeCKUM maTepman
kotoporo (OHK) nsmeHeH He B xoae
ecTecTBeHHOU rmbpuamnsaumm
(BepTUKANBbHOrO NepeHoca reHoB OT
poauTenen NOTOMCTBY), @ C MOMOLLBIO
rOPU3OHTANIbHOIO NepeHoca reHoB OT
OAHOrO OpraHu3ma - apyromy. I'Tpouecc
rOPU3OHTASNIbHOIrO NepeHOCa Ha3bIBaeTC S
reHeTuYeckou TpaHcd opmaymeit, a FTMO
~ ThaHCreHHbIM OpPraHU3MOM.



Hcmopusa pazgumus noayuenus
MPAHCEHHBLX PACHEHU

19752. - zpynner u3 komnanuu Moncanmo, usz Ienmckozo

cocyoapcmeenno2o yuueepcumema (benveus), uz Hucmumyma
pacmenueeoocmea um. Maxkca Ilnanka 6 Kenvne (I'epmanusn) u

spynna u3 Bawmunemonckozo YHUe6epcumema Co3/1aJi1 HepBbIe
TPAHCIEHHbIC PACTCHUS - CAHOUH.
19902. - nepeoe kommepueckoe npumenenue I'MO ¢ CIIA.

19922, - 6 Kumae HA4YAJ¥ NPOMBINLJICHHO BbIPAINMBATH
MPAHC2EHHBLIL MADAK, YCMOUUUBHLI K HACEKOMbBIM.

19942, - ¢ CIIA 3apezucmpupoeanu nepeoe MmMpaHCeHHOE
pacmenue, npeOHA3ZHAYEeHHOe O] YnompeojaeHus 6 nuuy, -

ToMaThl “DaaBp-CaBp” c 3amednennvim cospesanuem.

19992. - nonyuenvr mpanczennvie pacmenus 6onee uem 12
BHU/10B.




B uem npeumylectea metonos reHHOU UHXeHepuu
NO CpaBHeHUO C TPAAULIMOHHOU cenekuueun?

1 3HauuTenbHoe yckopeHue co3aaHus copTa (1-3
roaa npotue 10 u 6onee ner).

3 WN3basneHue oT 3HAYUTEbHOro KonmyecTea
«reHeTuYeckoro bannacra».

1 Co3aaHue pacTeHUU ¢ 3a4aHHBIMU
npusHakamu. TpaauLMOHHAa cenekums
OTbupaeT pacTeHus, KOTopbIe HaC YCTPAUBAKOT,
buoTexHONOrna co3aaeT pacTeHus, KoTopble
HAM HYXHbI.

1 bonblwaga BO3MOXHOCTb KOHTPONA Lies1IeBoro
reHa 3a cYeT ynpasnieHUsa ero aKcnpeccuen B
HYXXHbIX OpraHax, TKaHAX U B HY)XXHOe Bpems.



Yoamep I'uabepm

Co3zdanue I'M pacmeHuil ¢ no.1e3HbIMU CBOUCMBAMU —
YCmoiuiueocmvio K 2epouyuoam, epeoumenim u suUpycam.

1980-e 200bt



OcHoenble Kyibmypobl MPAHCZEHHBIX

pacmenuu

., Kapmogpens 0,01%
Panc 8,99% Con 54,00%

Xnonok 9,00%

Coa 54%

Kykypysa 28%
Kykypysza 28,00% Xnonok 9%

Panc 9%

Kapmodghens | 0,01%




OCHOBHbIE HANIPABJIEHUA OMOTEXHOJIOT MM :

® NPOM3BOACTBO MPOAYKTOB MUTAHUA C
3aJJAHHBIMHU XaPAKTEPUCTUKAMM;

® NMPOU3BOJACTBO BElIECTB BTOPUYHOIO
MeTa0o0M3Ma U papMOeIKOB;

® MOJIyYECHHE PACTCHUH C ICKOPATUBHBIMU
IPU3HAKAMM;

® MCIO0JIb30BAHUE TPAHCTEHHbBIX PACTCHUN B
(pyHIAMEHTAJBbHBIX HCCJICIOBAHUAX.



BBK”’lOpﬂble cucmembsl 0.1 nepenoca cenoe 6
pacmenuA

O Bupycsl pacTeHuii
d Tpancno3oHbl

O Arpooakrepun



Cxema azpodoakmepuaivHou
mpancgopmauuu

Tpancpopmuposannan ¢
Kiemka ‘ :

A. tumefaciens



eHom az2pobakmepul

2 - . 4
.2M6 xpomocoma II . 2 65MD

\ Xpomocowma |

Xpomocoma I
pTl PRI

A. tumefaciens A. rhizogenes

Xpomocoma I

.@ XPOMOC@

pTi

A. vitis



Cmpykmypa Ti-naazmuovt u 0CHOBHbIE ONUHbL
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OHKo2eHbI A. tumefaciens

[ ] C10M W N [ ]
0 O B E | []

5 iaaH iaaM ipt 6b

1. tms-2eHbI (iaaM, iaaH)

iaaM iaaH
Tpunmogan—— HUHOONauemamuad -Aykcu
H
leHbI 6akmepuasibHO20 MPouUCcxXoXO0eHus,
2omMmoJsioau
aHaJloeu4yHbIX 2eHoe y  Opyaux  ayKCUH-
CUHMe3upyrwux

¢pumornamozeHos8




OHKo2eHbI A. tumefaciens

[ ] C10M W N [ ]
0 O B E | []

5 iaaH iaaM ipt 6b
2. tmr-2eH
(ipt)
HMBDP i - 3eamuHpubo3ud — 5-M® TpaHc-

3eamuH



OHKo2eHbI A. tumefaciens

3. tml-nokyc(6a, 6b)

6a — onuHoeasi nepmeasa

6b - OHKO2eH ¢ Heu3y4YeHHbIM MexaHuU3MoM delicmaeus,

e3aumodelicmeyem ¢
HekomopbiMu xo3ssuckumu T®.

4. 2eH 5.

Tpunmodgba 2 - UHOon-3-nakmam
H



Ouxorennl Ti n Ri naazmua

] | | | | |
5 iaaH iaaM ipt 6a 6b

(tms2) (tms1) (tmr) (tml)
buocunres buocunres
KaTabonusm ayKCHUHOB [IATOKUHUHOB

ONnuHa
Tounas (i)YHKHPl}I HCU3BCCTHA, IPCAIIOIIOKUTCIIBHO CBA3aHa C
METa00IU3MOM AYKCUHOB U HUTOKNHWHOB

\

T-IHK Ri-mazmuabl
Ti miiazMmuaga | | | T |

Agrobacteriuim tumefaciens

=1 rolA rolB rolC oRF130RF14 rolD

| |
Y
Ri H‘]?aSMHH.a [ToBeiieHHE IToBeiIEHME
Agrobacterium rhizogenes YYBCTBUTEILHOCTH || YyBCTBHTEIBHOCTH
PACT. KIETOK PacT. KIETOK
K ayKCHHY K [IUTOKMHHUHY

Tounas q)YHKI_II/I}I HCU3BCCTHA, IPCAIIOIOKKUTCIILHO
CBsI3aHa C METAa0OIM3MOM AYKCHMHOB U TUTOKWMHWHOB



OHkoceHbI A. rhizogenes.

Hab6op oHkoz2eHoe A.rhizogenes He coenadaem ¢ Ha6OPOM OHKO2€HO8
A.tumefaciens u He eceada codep>xum 2eHbl CUHMe3a 20PMOHO8.

Rol[A - ecmb Ha ecex Ri-nnasmudax. CHuxaem
KOHUeHmpauuro ayKCUHa, nosebiwiaem
YyyecmeumesibHOCMb K HeMy. JKcrieccupyemcsi u 8 camux
6akmepusix.

RolB — paccmampueaemcsi Kak OCHOB8HOU OHKO2€eH A.
rhizogenes. lNoebiwuaem yyecmeumesibHOCMb K/1€mMOK
K ayKCUHY

RolIC —b-2nuko3uda3sa. ludposulyem HeakmueHble
UUMOKUHUH-2JIUKO3UObl UJ/lU esiusiem Ha KJ/emoYHbIU
Uuksn

yepes peaynayuro Memabosiuzma caxapoe.

RolD — opHumuH-yuknodeamuHa3sa

RolD
OpHUMUH - lMponux




OHkoceHbI A. rhizogenes.

ORF13 — cesizbieaem 6es10k pemuHobnacmomsbi (Rb). Cmumynupyem
nposiughepayuro Kliemok, ebi3bieaem 3kmonu4eckyro akcripeccuro KNOX-2eHoes.
B KOHEeYHOM umoee crnnocobcmeyem dedugppepeHyuposke
mpaHcgHopMUpPoOB8aHHbIX
Ksiemok u obpa3oeaHuro Hogol

aux1, aux2 — e2eHbl cuHmMe3a aykcuHa, 2omosiocu iaaM u iaaH. Tonbko y
a2pornuHoebIX WmaMMOos.



Ilymu duocunmesa 0CHOBHBIX 20PMOHO8 8 AZPODAKmMePUU

NH,

CH, —CH—C—OH
. ]

Hunoonunykcycnana kuanoma

0 (0]
|| || “Hs
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How on H H3zonenmunadenosunmonogocdam




Cuznanvnsvie MOJIEKYV.]1bl

Auemocupunzon

Oy __CH,OH

Tuopokcueuemocupunon




OnuHosasi KOHUenuus

T-OHK

Onuxb!

0

12



Humeepauusa T-/IHK 6 2enom pacmenus

B e e 5

Humonnazna
azpobaxmepuu

Vir.E'Z-'T
- VirD2
VirD1

VirB

—

KOMNJIeKce ¢
VirE2 u VirD2

“‘3* CMZHtlJlebleMOJleKVJlbl
pacmumenbHou
KjiemkKu

o

Humonaazma
pacmumeibHou
KJ1emKu




Ipebosanue Kk 6eKmMOPHBIM CUCHIEMAM

Hoeanvnas 6exkmopHas CUCmema Ha OCHOBE
Ti-naa3muodbl QONHCHA COOEPHCAMD.

s CUZHANBlL, HeoOXo0umbvle 011 NEPeHoca u CMAdUIbHOU
unmezpauuu ¢ /IHK pacmenuii;

¢ y3H(18£16Mbll7 pacmumesibHbIMU nojiumepasamu npomomop,

$  CEeKMUBHBIU Mapkep 0.1 ceneKyuu MmpaHc@opmuposanHvlx
KJ1emoK;

¢ penopmepHble CEHb 015 omﬁopa MPAHCZEHHbBIX pacmermﬁ;

$ noaununkep (YHUKAIbHbBIE CAUMbBL PECMPUKUUU), 8 KOMOPbLU
Oyoem Knonupoean uyxycepoouwii ppacmenm /[HK;

@ Heé COOBpJfC(lmb OHKOZE€HHWbl.




Cxema KOHCMPDYUpPDO6AHUA 6€eKmopa HA

ocHoege Ti-niazmuowni

Ti-nnazmuoa pBR322
V= N Humezpayua T-/THK c
f?i ) )+ & f ¥ ) HOBbIM 2€HOM 8 2EHOM

‘\. g '.. y

- P A pacmenus
a it

TAHK, ﬁmﬁ\y | = B

I'en pacmenus g T

NS

pBR322

Bcmpaueanue 2ena pacmenus

6 HeCyuLeCmeeH bl YUacmoK
T-/IHK

Agrobacteria Ti-nnazmuoa co
p 8CMPOCHHBIM 2EHOM

Tomonozuunan { _,J'
peKomounayus ¢ P
Ti-naazmuooi



bunapnotit gexkmop

Pacmumenvnotii
celeKmueHblil
I'en unmepeca  mapkepnoui 2en

) ",__l!‘i,‘/
b~ . \‘\:\ H

|

K I

/ . »
:/ Zeyekmuenbm KOuHmezpamugﬂblu 6eKmop

Mapkepubm CCH U

ori A. tumefaciens 0aa E. coli, u ona A.
tumefaciens

Tomonozuunoiii
I'en unmepeca  yuacmok ori
v A. tumefaciens

Pacmumenvnuiii

CeNIeKMUGHBLIL g o’ i S/
- A

MapKepHbLil zem/ \

k

\
“‘. ‘\

baxkmepuanonotin \ -
cenekmuenviii.  ori E. coli
MApPKepHbvlil 2eH

T'enot vir




Penopmepnole u cenexkmugHnble
MapKepol

Heomuuungpochompancgepaza

cuzpomuyunghochompancehepaza

ouzuopogonampedykmasa

xaopamgpenuxon-auemunmpancgepaza

2eHMamuyuH-ayemuimpancgepasa

HonaluHcunmasa

OKmonuHcurmrmasa

f-enokoponuoaza

cmpenmomuyunpochompancgepasa

(hepmenm,00ycnasausarouwuii yCmouuueoCcmsy K 01e0Muyuny

awuepepaza ceemuaka

oaxkmepuanvHasn nwuepepasa

mMpeoHuUHOe2uopomasa

memaniomuorneun Il

eHOI-nupysuIuKumam-3-gochamcunmasza

Gocpunompuyun-auemunmpancgepaza

f-ecanakmo3zuoaza

onacmuyuoun S-oezamunasa

auemosiaKkmanmcurnmasa

OPOMOKCUHUIHUMPA3a




Pen opmeprble CEHbl

Ien GFP

ITen GUS




buonromunucuenuus v Aequoria victoria

aequorin 3enenvlit hiroopecuenmmublit 610K



Penopmepnuie 2enbl




MeToabr TpaHcpopmaumm
J MeToab npamoro nepeHoca

v 3NeKTponopauums
v buobannuctuka
v TPaHCmpeKLUs

0 MeToab Henpamoro nepeHocé™
v BUPYCHAs TpaHcopopmaums (TpaHcaykuua)
v arpobaktepuanbHas TpaHcpopmaums




Cxema oanaucmuyeckou mpancghopmayuu

NAACMUKOBbLIL YUIAUHOP MUKponynu

wmugm //
3
il - — |

<«+— KJlemKa (mKamus) - MUULeHb

r—'] [ :
\ L
\ UUTTUHOD C Kamepoil
3apsaonoe
ycmpoucmeo Buvicmpen muxkponynamu 6
pacmumenvHbvle Kl1emKu 64KyO0/ib
uumonaama
: B B \ ; 4
nepeHoc Kiemok MUKDORY/A T
KJ1emouHas CMeHKa
HAYawKy ¢ punrompom GHYMPU KIIeMKU

&1

¢hopmuposanue pacmenuii-peceHepanmoes




Ipanchopmauusa kapmogpena Agrobacterium

Hunokynayus
O6pazosanue  K1yOHesblx Ouckog A.

.MuKI)OKleﬁlieﬁ tumefaCiens (15 C)
(I mec.)

Pecenepayusn
nooezoe

Ykopenenue na
cpeoe, cooepicauieil
Km ycmouiuugnix k

AL Ko-kynomueauyua ¢ Cenexkyus na cpeoe,
G et : N Hopypazony
Hounan Kynomypa A. tumefaciens (3 0) codepocawgen 100 pezenepanmos

. me/n Km
A. tumefaciens




Ipancpopmauus copoxa Agrobacterium

96% smanon, /
20 Muuym

dezeuue KopHeu u
pazoenenue 20poututbl HA
2-4 yacmu

Cnenwiii 2opox

— = Baxyym
Cpeoda B5: + 0,5 me/n 2—4\

4,5 m2/n BAP Azpobaxkmepuanvnas

QDuavmposanvHas Oymaza

Cpeoa MS: + 5 m2/n BAP 48 u

2 me/n NAA, ¢ Agrobacterium

équ Cpeoa MS: + 5 m2/n BAP
A 2 me/n NAA, 500 me/n Cf,
Cpeoa MS: + 5 m2/n BAP\ 5 ol O S
2 me/n NAA, 500 me/n Cf,
5 m2/n Basta I[P, GUS okpawueanue




Agrobacterium tumefaciens
[TPMPOAHEIA FEHHBIA MH¥EHED

Onyxonb, BblaBaHHaA
BHedpeHWeM BakTepuanbHOW
AHK B pacTuTenbHbIE KNETKA

Arpo6aKkTepun Ha NOBEPXHOCTH
PAaCTUTENBHOW KNETKMW



Eugene Nester u Frank White o6Hapyusiu e 2eHome

HempaHcgopmuposaHHO20 Nicotiana glauca
nocsiedoeamesibHocmu,

Nicotiana glauca 40



Kmeput K pacmerus

. .{_'.'—"?k".
tabacu

m
rolC, ORF13, ORF14

i ’rA_( kg? AR TV v'g]ﬁFﬂ‘@f\ PR \\r@vﬂ/ﬁ 't%("i/,‘f *‘,4‘
AT VN VSV VY VR WY bu’x A S RAKCH
INOCYIAPCTBEHHBIH YHHBEPCHTET o




(e)
AKkmoe mpaHcgopmauyuu 8

3sosiroyuu pooda Nicotiana 6b1s10
HEeCKOJIbKO U MpoxXoousiu OHU
He3aesUcCUMO.

Rustica

Cywecmeyrom Oee epynnbi\T-
JHK codepxaujux sudoe

JHaHHble Ha OCHO8aHuu
cpaesHeHus npuzpaHUYHbIX
nocsiedoeamesibHocmel, a
mak)xe 20M0J10208 MUKUMOIMUH
CUHMa3bl.

Petunioides

Cxema OuesepeeHuuu 4Yacmu poda Nicotiana
(yepHble u 6enble cmpenKu MoOKa3biearom
npednosiazaemoe uUHGuuyuposaHue mnaa3mMudoul
MUKUMOMUHO8020 muna u Heu3eecmHo20 muna
OornuHoe, coomeemcmeeHHo. Buodbi, codepxawue
T-OHK Ri nnasmudbl MUKUMOMUHOB020 mMmuna,
3aKJ1l04YeHbl 8 NPsIMOY20JIbHUK, 8U0ObI, coOep)xauwjue
T-AHK Ri nna3zmuObl HeuzgecmHo20 mura OrfnuHos,
nood4YyepKHymbl)

Tabacum

|
(o e

N.glauca

N.benavidesii

N.knightiana

N.paniculata

N.rustica

( N.undulata )

N.langsdorffii

N.sylvestris

N. tabacurﬂ

YYYVYYVYVYYYY

L)

N.tomentosiformis

?

N.tomentosa

( P N.otophora
| P N.glutinosa
(Suzuki et.al.,

2Y"M¢9>N1 250N 9)



Expression of the oncogenes

species tissues
leaves calli

N. glauca rolC rolB,rolC,ORF13,
ORF14

N. cordifolia rolC rolB,rolC,ORF13,
ORF14

N. tabacum ORF13 ORF13

N. ORF13 ORF13

tomentosiformis

N. debneyi — rolC

N. miersi - rolB

(Intrieri M.C., Buiatti
M 9NN 1)



e 3akpenneHue T-[JHK e ceHoMe pacmeHulU — 3moO yHUKaJlbHasi Yyepma
poda Nicotiana?

 Bcmpeyaemcs siu y dpyaux podoe?

» Kakoea 380s1r0UUOHHasi poJsib ecmaeKku?

CxpuHMHT BUAOB Ha Hannune T-/IHK

\

COJZICpKAIUX IOCIEA0BATEILHOCTEU

Probe intact, reporter is quenched n

Paspabomka nodxoda Ha OCHoege e
Real-time PCR: -
ucrnoJsib308aHue 8bIPO)XOEHHbIX 3 - )

npaumepoes u TagMan-3oHdoe p

i
L1
a o



Cxema poocmea
uccsie0o08aHHbIX
eudoea.

90 sudoe 98y00JIbHbLIX
pacmeHuu
(29 cemeucme)

n/kn. Asteridae
ceM. Asteraceae (13)
ceMm. Oleaceae (3)

n/kn. Lamiidae
ceM. Convolvulaceae (1)
ceM. Cuscutaceae (1)

rn/kn. Caryophyllidae
ceM. Amaranthaceae (1)

ceM. Portulacaceae (1)

rn/kKn. Ranunculidae
ceM. Berberidaceae (1)
ceM. Ranunculaceae (1)

n/kn. Hommamelididae
cem. Betulaceae (4)

ceM. Fagaceae (3)

cemM. Ulmaceae (1)

n/kn. Rosidae

ceM. Grossulariaceae (3)
ceM. Rosaceae (23)
ceM. Fabaceae (3)

ceM. Aceraceae (4)

ceM. Hyppocastanoceae (1)
cewMm. Vitaceae (1)

ceM. Celasteraceae (1)
cem. Linaceae (1)

ceM. Pedaliaceae (1)
ceM. Bignoniaceae (1)
ceM. Orobanchaceae (1)

rn/kn. Dilleniidae
ceM. Salicaceae (4)
cem. Tiliaceae (2)

ceM. Brassicaceae (5)
ceM. Euphorbiaceae (2)
ceM. Malvaceae (1)

ceM. Buxaceae (1)
ceM. Moraceae (1)

rn/kn. Magnoliidae

—




Linaria vulgaris
Ll

B 2006 200y compyOHuUKkamu
nabopamopuu KNP  6bin
ob6Hapy)xeH HoebIlU rnpumep
20PU3OHMAasIbHO20 repeHoca
om az2pobakmepull K ebicWUM
pacmeHusim.

B 2eHome Linaria vulgaris L.
8bIsi8JIeHbl
nocrsiedoeamesibHOCMuU,
20MOJ1I02UYHbIe Agrobacterium
rhizogenes.

[lpoeedeH  uesieeolU  MNMOUCK
nodobHbIX Momueoe y dpyaux
npedcmaesumernel pooda Linaria

46



Linaria vulgaris L..

1. BbisigsieHbI nocsiedosamesibHOoCcMu,
2omosiocudHblie rolB, rolC, ORF13,
ORF14 Uu mis (2eH MUKUMOIMUH-
CUHMas3sbl)

2. OnpederneHa ux HyKsieomuoHasi
rnocsiedoeamesibHOCMb

3. JemasnbHo u3y4yeHa cmpykmypa
ecmaseku

4. OnpedesieHO KoOJlU4ecCmeo 8CmMasokK
5. Oxapakmepu3oeaH pauoH UHmezpauyuu.

47



AHanu3s patuoHa UHcepuyuu y pa3HbIX JITUHapuu.

Y pa3Hbix eudoe coernadaem
paloH UHmMeapauyuu.

e 3akpensieHue rnpous3owsio 00

pa3desieHUs1 eudoe8, m.e. obwuli
npeook nodeepacs
azpompaHcgopmayuu.

<

«Budoobpa3yrowulti» xapakmep
ecmasku?!

48



OoOHapy:KeHMe SIBJIEHUA KOCYIIPECCUH Y PACTEeHMIl
(Alexander R. van der Krol, et al 1990)

Okpacka JIENeCTKOB NETYHbH,
TpaHc(HOPMUPOBAHHOU
T€HETUYECKUMHU KOHCTPYKIUSIMMU:
35S ::DFR u 35S::CHS

['enst DFR u CHS koHTpOIupyroT
OMOCHHTE3 MUTMEHTOB:

-red DFR -koxnupyer
nuxa0pQiaBoHOI-4-penyKTaszy

-red CHS -komupyeTr XaaKoH-CUHTa3y




