3a peuenuuio KpacHOro CBeTa oTBeyaroT (PMToOXpombl
CMHEro KpunToXpoMmbl, (POTOTPONUHBbI U 3€aKCAHTUH
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Cucrembl (poTOpeEeNTOPOB TECHO B3aUMOAECHCTBYIOT

Cryptechrome Phytochrome

p
———aay
: Ser—the kinase
c;___.‘ptuin " Flavin ,
-

SR

NPHI1

' Ser—thr kinase r,f"'f-’
o .".

Phototropizm
Fhotomophogenasis

Curert Opnion n Flart Bxlogy




dutoxpom. IlpuHuun geucrBus. (Bortwick H., Hendriks S. PNAS, 1952).

(D) Phytochrome activities
660 nm
PR —_
S ————
730 nm

660 nm
- Developmental

—| Pm Jevelopn
730 nm responses

Greening of
seedling

66() nm )
Q Seed
7’30 nm germination
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doroodpamaemsbie 3G PeKThl (PUTOXPOMOB.

IToxpbITOCEMEHHDbIE
cajar-jJaryk CceMeHa CTumyJisiuus NpoOpacTaHus

oBec ITHOJHPOBAHHBbIe CTHUMYJISIHSA eI THOJSIIUH
MPOPOCTKH

ropumuna MPOPOCTKH Crumyasiuust ¢opMupoOBaHMsl JIUCTOBBIX IPUMOPAHEB,

ropox

AYPHHUIIHUK

ToxocemMeHHBIE
CocHa

Pteridophytes

Onaclea

Bryophytes
Polytrichum

Chlorophytes
Mougeotia

Pa3sBUTHUSA MOJIOABIX JUCTHEB, CUHTE3 AHTOLMAHOB
NuruéupoBanue yluiimHEeHUs MEKA0Y3IHH

3anepkka uBereHus (peryJasinus gporonepuoausma)

CrumMyasinusi HaKOILUIeHHs XJIopoduiiia

AKTHBaIUs pocTa

CTI/IMyJ'IﬂlII/Iﬂ Pa3SMHOKCHHUSA IIJIACTHU/

CTuMyJIsiusi OpUEHTALMH XJIOPOILJIACTOB
10 OTHOLIEHMIO K CBETY



dddeKThl PUTOXPOMOB MOKHO PA3AEJIUTH M0 UX 3ABUCUMOCTH OT

HHTCHCUBHOCTH CB€Ta

Relative response —»

VLFR: LFR: P4
Reciprocity valid, Reciprocity valid, 7
. . / b
not FR-reversible  FR-reversible 7 F 3
7
/
// ////,, I3

HIR: Fluence rate
dependent, long
irradiation required

Log fluence (umol m=2)

VLFR (very low
fluence responses)

0,1 — 100 amMoaB
KBAHTOB/M?>,

He «doToodOpammaema»

LFR (low fluence
responses)
1 - 1000 MkMOJIBL/M>

HIR (high irradiance
responses)
10 100 MMoJIB/M>

PasHuua B
WHTEHCHUBHOCTH
Ha 10 (!) mopsiakos

JeucTBre PUTOXPOMOB PaA3IMYACTCH TAKKE 10 IMTEJIbHOCTH Jar-nmepuoaa

(oT MMHYT 10 HeleJIb), BO3MOKHOCTH «(POTOOOpaAICHUN
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DuTOXpPOMOB HECKO/IbKO. CreKkTpsl nomiomenus ¢guroxpomos A u B

in breaking reed dormancy]

YB activation

600
Wavelength (nm)

Crporo o0patumyro peakuuro umeer ¢puroxpom B - PhyB

CooTHOILLIEHHE KPACHOTIO
U JAJIbHEro KPpacHoro
CBeTa B Pa3HbIX YCJIOBUAX

R/Fr
JIHEBHOM CBET 1.19
Cymepku 0,7—-0,9
ITomor neca 0,2-0,7
Boaa (1m) 1,2-17

OcHoBHas yacTb puroxpoma A He umeet ooparumon akrtuBauuu AK u K cBerom.
PhyA Mo:ker npeBpamarbscs B akTuBHY10 ¢popmy Pir moa neiicreuem /IK...




DUTOXPOMBI - CTPYKTYPa CHEKTP MOIJIONICHHS

(A) Phytochrome chromophore

Phytochrome B

¥ HOC  QOH Chromophore  pas, PAS; HKLD
NH2~IA|FI-H-|=} COOH

[ B -
\i Core

Currant Bxlogy

AnonporeuH: aumep, MoHoMepsol ~ 120 kDa

N-koHueBoii ¢porocencopusniii 1oMeH (~ 70 kDa) coenunen
ruoxkum yyactkoM (H) ¢ C-koHueBBIM peryasiTOpHbIM
aoMeHoM (~ 55 kDa). Ero koHcepBaTUBHbIE YUACTKU:
* PeryJsiTOPHbIA HeHTPAJbHBINA Yy4acTOK (Quail box)

e nBa yyactka gaumepusanuu (D1 u D2),

e nBa PAS nomena (P1 and P2)

* rUucTUAMHKNHA3HO-TI0A00HbIH noMeH (HKRD)

KaraanTiuceknii qomen?
Pz el

Xpomodop
C - KoHen
100 200 300 400 500 600 700 800 900 1000 110C

—
XpoMO(OPHBIii T0MeH = :muepmamm:_‘

:
“CHeKTPaIbHbIN" Y4aCTOK "E nerpazanns Py fg
Cabiviid | —
OHOJIONHYECKAs OHOJIONHUECKASI

AKTHBHOCTH AKTHBHOCTH

NB — ¢porocTanmonapHoe cocrositnue puroxpoma

Absorbance
(@)
w




Polypeptide
VAN

DoToKOHBEPCUS (PUTOXPOMA — HUC-TPAHC U30MEPHUS MO ACUCTBUEM CBETA.

Chromophore: phytochromobilin
A

Thioether
linkage

Cis isomer
®opma 660 (HeakTUBHAA)

Red light
converts
cis to trans

H Trans isomer

®opma 730 (akTUBHAsA)

dDuroxpom A: umMeer ABe (pOPMbI:

A’ (80%, HeoOpaTuMoO gerpaaupyer
1ocJje nepexonaa B akTUBHYI0 ¢gopmy ) u
A” (15%).

A’ umeetr PEST- MmoTuB (1erpaganus).
DuUTOXpOM A He UMeeT NOCTOSTHHOTO
CHHTE3a, 0TBEYAeT 32 OTBET HA CBET
O4YeHb HU3KOH MHTEHCMBHOCTH,
MePexoIuT B AKTUBHYIO ()OpPMY H TIPHU
neicreuu JIKC.

@Oyuxuun: npopacranue Ha JIKC,
aedTHoNsIMSA (A’) BeTeHHE NMPH
HHU3KO0Il MHTEHCUBHOCTH cBeTa (A”)

®utoxpom B: cuHTE3MpYeTCA
NOCTOSIHHO, BpeMs moaypacnaaa 100
yacos. [Ipy HU3KHUX KOJIMYECTBAX WU B
HEAKTHUBHOU (popMe BKJIKOYAET CUHTE3
¢puroxpoma A. Pearupyer Ha cBer
cpeaHeHd U BbICOKO MHTEHCUBHOCTH.

DyHKIUN: IPOPACTAHUE B TEMHOTE,
AEeITHOJISIIMSI HA KPACHM CBETY,
and-of-day-respons, nBereHue npu
BbICOKHX HMHTEHCHBHOCTSX CBeTA.




DUTOXPOMBI — CEPUH-TPEOHUHOBBIC MPOTEUHKUHA3DI, HO...
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NTE CBD H HKRD1 HKRD2

Pr NZA  BEREN 2 |C

1
Degradation  nuclear
{phyA only) localization

Conformation Autophosphorylation
spedafic and transphosphorylation
interaction (e.g., PKS1, CRY1, CRY2)
(e.g., NDPK2, PIF3)

CaoiicTBa ¢puTOXpOoMoB
MOAM(PUIUPYIOTCHA CBETOM.

A. CriekTp norjioumeHust
phyA osca B Pr u Pfr ¢popmax

B. Cxema cTpoenust
¢puroxpomos B Pr u Pfr
¢popmax:

NTE amino-terminal
extension;

CBD - chromophore binding
domain;

PfB - phytochromobilin;
H - hinge region;

HKRDI - histidine
kinase-related domain 1;
HKRD?2 - histidine kinase
related domain 2;

A,B - PAS nomeHBbI

IToka3zaHbl HEKOTOPbIE
CBONCTBA (PUTOXPOMOB,
peryJimpyemMbie CBETOM.

Ba:xno: phyB
TPaHCJOUMpYyeTcsl B PO B
akTuBHOH ¢opme Pfr,
Toraa kak phyA moxer
HAXOAMTHCS B siipe B 000MX
¢popmax - Pr u Pfr




DUTOXPOMOB HECKOJbKO, UX AKTUBHOCTb peryaupyercs ¢ochopuianpoBanuemM

— F— JIBe rpynnbl GpUTOXPOMOB —
Arabidopsis thaliana Oryza sativa (rice) CBeTOo .11361/1 JILHBIE ( A u C)

Sorghum bicolor
- N U cBeTocTadmibHblie (B, D, E).
VLFR (seed germination) VLFR (coleoptile germination) PHYA
FR-HIR (hypocotyl elongation) FR-HIR (brace root gravitropism) FHaBHLIe o | PhyA " PhyB
Pa3nbie (puTOXpOMBI 0TBEYAIOT 32
pa3Hble peaKkuuu....

PHYA

LFR (hypocotyl elongation) Unknown PHYC

VLFR (seed germination)
LFR (petiole elongation)

LFR (petiole elongation)

R-HIR/LFR (hypocotyl elongation)
R-HIR/LFR (flowering)
LFR (seed germination) !

LFR (mesocotyl elongation) PHYB

Interactions
with other
HOOC COOH nuclear proteins

Bciien 3a akTHBHPOBaHHEM Pir*
KpPaCHBIM CBETOM, Fully active, stable form
AKTHUBHOCTH (PUTOXPOMOB

peryaupyercs B

3aBUCUMOCTH OT Ka4eCTBAa

U MHTEHCHUBHOCTHU CBETA

(puroxpom-

acCOLMMPOBAHHOMN Farred  HOOC COOH

docdarazoii PAPPS u Plr
HeHJIeHTU(PUIUPOBAHHOM T ey

KI/IHa3OI71. nuclear imported form

Degradation by proteasome




dutoxpoMm A peryaupyer okojio 10% resos apadugoncuca

Repressed

Table 1. Number of phyA-regulated genes categorized by functional class and temporal
expression pattern Transcription

Early-response genes Late-response genes

(1h) (3-24h) Photosynthesis/
Chloroplast

Functional classification Induced Repressed Induced Repressed Total

p—y

W - ooy o~

< & 0 o
15 4 126
93 54 152
13 8 25
" 8 25
18 25 45
6 20 27
32 30 4
178 & 278

486 264 812 D.?,;‘,’g':'m’m,

Transcription (TX)
Photosynthesis/Chloroplast (P/C)
Cellular Metabolism (CM)
Slgnaling (5)

Transporters (Tr)

Growth and Development (G/D)
Hormone-pathway related (H)
Stress/Dafense (5/D)
Hypothetical /Unknown (H/U)
Totals

-
O - O O NN O O O O w

w
o

Genes represented on the microarray whose mRNA abundance was either increased (induced) or decreased
(repressed) 2-fold or more under phyA control within 1 h (early) or between 3 and 24 h (late) of the start of FRc Hormone pathway
irraciation were scored and classified into the broad functional categories shown, according to established or related
putative function in the plant.

Bcero nccnenoBaiu aktnuBHOCTE 8 200 reHoOB —

Hypothetical /
OKOJIO TPETH BCEX T€HOB apabujorncuca -

known

40 w0
Time in FRc (hours)




Otkyna B3sjics puroxpom?

A. KoHcepBaTuBHBIE YYACTKH (PUTOXPOMOB
uuanodakrepuii (Cphl) u Arabidopsis.

KoHcepBaTUBHBIN OCTATOK IIUCTEHWHA JIJISI CBS3BIBAHIS
xpoMmodopa ormeueH (*).
HKD: histidine kinase domain,;
PRD: PAS related domain;
HKRD: histidine kinase related domain.
pHY IOiZ ™ H — dbochopunupyemblii THCTUANH B
: : TUCTUIMHKHHA3HOM JIOMEHE OaKTepHaIbHOTO
¢duToxpoma.

OTMe4YeH MPOLIEHT COBIAJICHHUS MTOCIIEI0BAaTENbHOCTH
amuHokucaotr B HKD y Cphl 1 PRD u HKRD y
Arabidopsis

duroxpom Arabidopsis uMeeT 10NOJHUTEIbHbII
N-koHueBoO# pparMeHT.

B. Ilpeanmosiaraemasi poJib KHHA3HOM AKTUBHOCTH
(¢puroxpoma Arabidopsis.

CBer 3amyckaeT KHHa3HYIO0 aKTHBHOCTh (PUTOXPOMA,
Ser-598 KOTOpasi MOXKET IMPUBOINUTH KaK K
() aBToochopunupoBanuio GUTOXpoMa, TaK U K
?;:gi';y ?4~/";}&\:\'\. Sl L Tpanc(ocHOPUIMPOBAHNIO B3aUMOIEHCTBYIOLINX C
‘./' N % ' HuM 6enkoB (PIFs - phytochrom-interactiong factors)
subcellular auto-phosphorylation and B cBoro o4epelb, OTHU (bOC(bopI/IJII/IpOBaHI/ISI MOT'YT
desensitization localization?  trans-phosphorylation of PIFs? [IPUBOJUTD K H3MEHEHHIO CTaGHILHOCTH CAMOTO
dboTopenientopa B cinydae phyA, cyOKJIeTOUHOM
JoKanu3anuu GUTOXPOMOB, UX CIIOCOOHOCTH K
B3aumoencTeuio ¢ PIFs a Taxke K akTUBallUM APYTUX

CUT'HAJIBHBIX MOJICKYII.




Cytosol

1. Xpomodop
CHHTe3HpyeTcsl B
MJIacTHAAX,
anmonmpoTenH —

B IIHTO30]1€

cis isomer

PAS repeats:
NLS domain

DUTOXPOMBI BBICIIUX PACTCHUN — CCPUH-TPCOHUHOBASI KHHA3A,
HUAHOOAKTEePUH — THCTHAMHKHHA3A. ..

Heme
Plastid  Biliverdin

Phytochromobilin

\HIS kinase-

COOHCOOH .
related domain
Pr

2/ Iocie akTUBALMH
KC otkpbiBaercs
NLS-noxo0HnbIii
aomen (nis PhyB)

Far-red

>
’~
trans isomer

IMuTo30b

®uToxXpom uMaHoOaKTepuil

Red light

Chromophore
Sensor protein

lTr‘é’nsmitt'er I His | | )
7y

Response regulator protein

¢ lAsp‘ Receiver | IOutputJ_)

|Transmitter 1 His I I )

/
1. After receiving a signal from the input 3
domain, the transmitter domain of the C J | Asp l Receiver I
sensor protein autophosphorylates a / i

C | Inputl

histidine.

2. The phosphorylated sensor protein
phosphorylates the response regulator
protein at an aspartate.

3. The phosphorylated
response regulator

stimulates the response.

HuToxpom BBICIIMX pacTeHHIt

He6ouabmas yacThb
¢uroxpomon
0CTaeTCsl B IIUTO30J1€
151 «OBICTPBIX»
OTBETOB

OcHoBHast 4yacTh
¢uroxpomon

nepemeniaercs B
Pfr aapo. PhyA -?

COOHCOO

lon fluxes

potential

Cytosol

membrane Nucleus l\
DN

A
Gene expression

Photomorphogenesis

e

A
Red light

Chromophore

| Ser I lKinase domainl

*\ Z PHY L=

N

HoN—

1. Phytochrome is B
autophosphorylated
on serine. Pr

Chromophore si”

® R||[FR

B« I N B

ser-7 Ser-598

| Kinase domain |

@& stability? , — f’;,(p /=~ Interaction
(phyA) /’ with PIFs ?
l e
subcellular
itization  localization?

4
auto-phosphorylation and
trans-phosphorylation of PIFs?

2. Phytochrome
phosphorylates
other proteins.




CxeMa CUTHAJIMHIa 0AKTEPHUAJILHOTO M 3YKAPHOTHYECKOT0 (PUTOXPOMOB

bakrepuanbHublil puTOXpOmM
Cph1 Signaling Phy Signaling TUNHYHAS IBYXKOMIIOHEHTHAsI
TMCTUAMH-KUHA3a, KOTOPAas MO/
neiicrsueM Fr nepexoaur u3
HEAKTHBHOM MOHOMEPHOM
(opMBbI B AKTUBHYI0
AMMEPHYIO.

DykapuoTrudeckue GUTOXPOMBbI
BCETIa HAXOAsATCS B BUJIC
R ] g JTMMEPOB, KOTOPHIE CBSI3aHBI C
Cph1(Pr)2  phospho- Cph1(Pr-P)2 e b8 IIUTO30JIbHBIM «3aIKOPEBAIOIINM)
Tansfer K ATP o P oenkom X - (IPOTEMHKUHA3A

Subunit o .
Dissociation 0 - PKS1 ?)
Rcpi ADP _ \TP

R 5
vanster W\ 4 [Tox nevicrBuem Fr
G2 IR transfer , '

| Ham ﬁ e - @arm Pr:X Pfr:X 00pa3yroTcs reTepo — WIH
(e & (PirX), . .
2 x Cphi(PY) ~ 2 xCphi(Pr-P) romoaumepsl (Pr:X Pfr: X unun

B & Phospho- & | (Pfr:X)2), uTo akTUBUPYET UX
e 1
Repl-P  Repl transfer Ay Ser/Thr-knHa3HYI0 aKTUBHOCT.
| o0n < OTO NPUBOIHUT K
Nuclear Gomplax ) - pocpopunuposanuro PKS1. Ona
Translocation Dissociation  (cf% * @) OTIIEIUIAETCSA OT (I)I/ITOXpOMa )4
signals | e y_p 2 ; " L& 3amyCKaeT HUTO30JIbHYIO BETBb
Cytosol ATP  ADP N curHajguara. duroxpom 6e3
Output Signal P;‘:)((Pf;ff):(xg; J PKS1 nomyyaeT BO3MOKHOCTh
FA-
2 IEpEMEILATHCS B SIIPO..




Curnajauar puroxpomMoB. OCHOBHbIE «KUTPOKI U 00IUE MMOJI0KEHUS

/IBa TMIIA OTBETOB — OBICTPBIE (CEKYHIbI) U «IVI00AJTHBIE.

BoicTpble 0TBETHI CBA3aAHBI ¢ MIOTOKOM HOHOB Yepe3 MeMOpaHbl. Ckopee Bcero BTOPUYHBIN
meccenkep — Ca™

I[1o0anbHBIE CBA3AHBI € peryJasiiiue IKCIPeCCu reHoB.

B uuro3oJe:

Kunasbl PKS1 (Phytochrome Kinase Substrate 1), ycwniuBaer VLFR PhyA,

NDPK2 (nukleoside diphosphate kinase 2). E€ accounanus ¢ phyA ycniuBaeT KOHBEPCHIO

GDP B GTP.

PAPPS — ocdarasa, nedpocoppuinpyer Ser., u Ser298, nesiasi PhyA akTuBHBIM M CTa0MJIBLHBIM..

NB. Tpancnopt Phy B siipo pa3jinyeH u mo Mmexanusmam, 1 1o ckopoctu. ¥ PhyA ner NLS,

ero Tpancnopt odecneunBarot ABa 0ejqxka FHY1 u FHL. Y PhyB ects NLS-like, Ho...

B saape :

PIF — Fhytochrom-Interactiong Factors. 15 mryk. MoryTt pusnyecku B3aumMoaelCTBOBATD C
(¢puroxpomamu, HO Tak:KeHn GocoPopUIUPOBATHCH AKTUBHBIMH (PUTOXPOMAMM., YTO BeJAET K UX
YOMKBUTHHUPOBAHUIO.

Tpancpaxropst HFR1, HYS , LAF1. Figure 2
beaxu renoB COP (Constitutiv Photomorphogenesis)
DET (De-Etiolated),

FUSCA (nakomjieHue aHTOLMAHOB). NH,] ' - }COOH

Onu — xomnonenTol COP/DAT/FUS koMmiiekca i Curert Bickogy

Aerpaganuu 0€JIKOB. Structuml features of the PIF2 protein, depicting the lozaticns of the
PAS-like domain, the rudear kocalisation signal (NLS) and the basic

COP1 - KROAUPYCET E3 Jarasy helx—lop—helx (bHLH) domain

yﬁI/IKBHTI/IHOBOFO KOMIIJICKCA.




Kak ¢puroxpom A nepememaercs B siaApo? bpicTpo (MHHYTBI), CBET — KPACHBIM,
NAJbHUU KpacHbI, cMiHUHU, NB - Oesiku, odecneuuBaroiime ero TpaHCnopT

Heo0oabmme 0eaxku FHY1
R (FAR-RED ELONGATED
phyA _”'. phyA E}:{Y 1 HYPOCOTYL 1) u FHL (FHY1-LIKE)
Cytosol F) FR (Pm) HeOoO0X0MMBI JIJIsl OBICTPOI
B S R A Q- R e oy _‘_ N Tpancaokauuu phyA B sapo. O6a
[ Nucleus Oeska umerr NLS.
" phyA Nuclear Tpaunckpunuust renos FHY1 u
PyA Signasng Accumulation FHL akTuBupyercs
_I_ Tpancpakropamu FHY3 u FARI1,

IHepememenue B siipo phyA
AKTHUBHUPYETCH KPACHBIM, 1aJILHUM
KPacHbIM U CHHUM cBeTOM. B siipe
phyA B ¢popme Pfr cHmkaer
conep:xanue COP1, 4yTo BbI3bIBaET
HakomsieHne HYS (LONG HYPOCOTYLS)
U M0 NPUHIUILY «00PATHOM CBA3W) -
TOPpMO3UT TPaHCcKpunuuw FHY3 u
FARLI.

HYS urpaer a1Bosiky1o poib -
akTuBHMpYyeT (poromMopdoreHes u
CHU’KaeT YPOBEHb TPAHCKPHUIIIIAN

FHYI/FHL, uro cau:xxaer FHY3 n
FAR1 u ocTaHaBJIMBaeT TPAHCHOPT

FHY3 COP1

FART I

‘ HY5

|

|

|

I s \/ \
I FAR1

|

|

Photomorphogenesis

FHY1/FHL ol
\\

\------------

G e e e s s O ses e



ITepememienue puroxpoma B B 1p0o U cxeMa ero CUrHAJIUHIA.
Tpancaokauua B AAPO MeAJIEHHO (YaChl) M TOJBKO MOCJIE OCBEIeHUsI KPACHBIM CBETOM

Cytoplasm

PIF 3JPIF 3
| G-BOX | | TATA | | myB| DNA

PLANT PHYSIOLOGY , Third Edition, Figure 17.20 © 2002 Sinauer Associates, Inc.




B curnajimire ()uTOXpOMOB BAa:KHYIO POJIb HTPaeT YOUKBUTHPOBAHUE
TpaHc(paKTOPOB U UX Pa3BaJ B MPOTEacoMe.

4. The absence of COP1
in the nucleus permits
the accumulation of

\ transcriptional activators
Nucleus necessary for

/ photomorphogenic
development.
3. In the light, COP1 is \’ @

slowly exported to the
cytosol, but before it \Transii ti f
leaves the nucleus, it t2

COP1 -
3TO CIIell. E3-y61/IKBI/ITI/IH Jurasa

Cytosol

adds ubiquitin tags to M Promoter m
Sn “ :

Ublqumn

COP9

signalosome— . -m
*_'
! @
. e

@m—lumqumn

tags

26S proteasome

2. The ubiquitinated /

proteins are targeted

for degradation by the 5 L. I.n th? dqu, COP1d' g
265 proteasome. ubiquitin ligase, and SPA1

add ubiquitin tagsto a
subset of nuclear proteins.




YupoueHHas cxema padorbl GUTOXPOMOB

Far-red light Red light

—_—
-

phyA

|HY5 HYH,LAF1,H ’

l\/l

Q\otomorphogenesj

Photoreceptors

E3 ubiquitin
ligase

Transcription
factors




CxeMa BO3MOKHBIX IMyTed TPAHCAYKIUM CUTHAJIA OT (PUTOXPOMOB

B UTO30.J1€. cytosol {01 Jﬁ.o-,.‘ﬂu-mn.n--n---.3----B---nI-n---'ﬂu-ﬁ-iﬁiﬂ“ﬂ.“
Kpacusiii ceer (R) mepeBoaur X Nucleus

Pr B ¢popmy Pfr u BeI3bIBaET
nepementenue Pfr puroxpoma
A nwin B u3 uuro30/141 B 1ApO.
Oopa3oBanue Pfr taxike PrA
COIPOBOKIACTCSH
aBTO(ocPhopHINPOBAHUEM %

¢puroxpoma u “’,-, GMP ~==-===w-
TpaHcochopuIupoOBaHUE G-P N _—

PKSI1 u 6eaka X B uurTo3o.Jie.
Pfr (0esiox X?) BbI3BIBaET
akTuBanuio G-0eJIKoB U
nopbiaeT yposenb cGMP n
Ca ** koTopble y4acCTBYIOT B
peryJjsiiuy TPAHCKPHUIIIHHU
CBETOperyJMpyeMbIX I€HOB.

,
e
%
-y

b

A
=

COPDETFUS
coauples

\.’ 2

LI

v
e

'> X - —» Lightrogulated
Gene expression

3 _...--"

LOLULD LTI )

AoV AL b L LR IR E R DL AL AL Ll A A DD LR

o

2. B siapes
Duroxpomsl A niu B B siipe MOryT peryJiupoBaTb aKTUBHOCTb I'¢HOB HEIOCPEACTBEHHO MJIM B3aUMOJECTBYH C

sinepabiMu 0eikamu Tuna SPA1, FAR1, GI u PIF3. PeryiupoBanne Takxke MOKeT POMCXOAUTH 3a cueT ypoBHusi COP1,
peryaupywmmux nporeous tpancpaxkropos tuna HYS. B remuore COP1 ¢ nomombio COP/DET/FUS komimiiekca
BbI3bIBaeT mnporeosan3 HYS. Ceer unaktusupyer COP1 6es10k U BBI3bIBAET €r0 NnepeMellieHue U3 1/ipa B IUTO301b,
paspymass COP/DET/FUS nporeacoMHbIiI KOMILIEKC.

®durtoxpom B B sape B3aumoneiictByet ¢ Tpanchaxropom PIF3, cesazbiBaonierocs ¢ G-00kcoM B MpoMoTopax
cBetoperynpyemMbix reHoB. PfrB-PIF3 koMiuieke akTUBH3UPYeT/IOAABJIsIET TPAHCKPHUIIIHMIO 3THX F€HOB.

JaabHui KpacHblil cBeT Bo3Bpauaet puroxpom B B popmy PrB, Bei3biBas ero oraesnenue or PIF3 kommiiekca, uro
U3MEHSeT TPAHCKPHUIILUIO T'€HOB.
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PGHCHTOpBI CHUHCIO CBCTA OTBCYAIOT 3da MHOTI'OC...

Peakuusa ¢poToTponusma

[1BM>XeHne Xnoponaacrtos

LiMpkagHble pUTMbI:

OTKpbITUE YCTbUL

«COHHbIe» OBUXXEHUSA NUCTLEB NPU nepexoae
«KO AHIO»

TopMO)eHue pocTta nobera pacTsXeHnem
PackpbiTie cemsinonen CucTeMa KpUNTOXpOMa

(PopMMpoBaHVE NINCTbEB BKJ/IIOYEHA B perynauuio LBeTeHUs
CuHTe3s xnopodunna

CuHTE3 KapOoTUHOWAOB
Cnnte3 6enkos CCK

CunHTe3s Pybucko
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CTpykTypa boTOTPONMHA U KPUNTOXPOMaA.
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H——OH
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O
pe

LOV1

LOV2 |

DoTOTPONUH

Kpunroxpom

DOTOTPONUHBI:
MEeMOPaHHOCBSI3aHHbBIC
Ser-Thr- kuHa3bI.

120 kDa. B mna3zmanemme.

Kpunroxpomsi:

Cryl — 190 a-k,

B TEMHOTE B SIAPE, HA CBETY
— B IIUTO30JI€

Cry2 — 120 a-k. IlocTositHHO
B SIJIpE.

Cry3 — ocoboe CTpoeHHE. ..

PHR — photolyase related
domain

LOYV - light, oxygen,
voltage domains (PAS-
domains). CBs3bIBalOT
¢1aBUH U y4acCTBYIOT B
0€JI0K-OEITKOBBIX
B3aUMOJICMCTUAX

DAS domain:
DQXVP-acidic-STAES
ntepuH, ¢piaBuH (PMH)




®ororponuH-Phy3 — «rudpuansiiny doropeuerop Adiantum.

Phytochrome Phototropin
LoVl LOovV2 ST Kinase

| |
+ 4

924 D'IOS]

Helical comned s

Fig. 6. Space-filling model of phy3 LOV2 showing the surface position of
residues conserved in all LOV1 and LOV2 domains (green). Terminal phos-
phate of FMN is colored yellow. (Left) Model of the conserved face containing
the 3yg-helix «’ A, (Right) Model is rotated 180° about a vertical axis in the
plane of Fig. 1.

Ag. 1. Advantwn phy2 domain and LOW2 structures. (&) Acdiantum phy3
deman structure showing the N-termnal phytochrome chromephore do-
main bourd to a phototropin. Residues forming the LOWV2 corstiuct are
marked by amows. (2) smon diagram of the phy LOV2 structure. The FIN
cofactor 1s shown in the chremophere-binding padket of LOV2 and & celored
by eloments: carbon, green: nitregen, Bus oxygen, red phespherus, pink
€966 b at the N terminus of o' A and 15 colored yellow.




Cxema cTtpoeHusi GpoToOpenenTOPOB M UX B3aUMO/IelicTBHE

phy A
Elceeal B ERsEwaT 100 aa
ph e

LV, Visible, FR

7, 4,

phy 3

PhyAy -

Tands n Faur Scone

ph FMN

%

R phototropin

FMN
—
PhyB, ==—= PhyB, + Z —= LFR cry 1

h
pd D L] PAS AVB domains

photolyass B LOV1/2 domaine
Fig. 1. Different modes of photoperception by phyto- _:- . :
chrome A (PhyA) and phytechromz B (PhyB). Phyto- . [-1 FAD b-ndmg domain
chrome partners are represented by X. Y and Z, which are pld FAD I | Cterminal extension
pathway-spacific or shared i the pathways. Abbee-
viahions: B, blue Light: FR, far-rad light; FR-HIR. far-rad- . Cthﬂ'ICOhDTG bmding domain

light-madiatad high imadiance response; LFR, low Muznce S~ > .
responsz; PhyA,,. PhyA in far-red-light<abscebing form: B histidine kinase-related domain

PhyA . PhyA in red-light-absorbing foam; Pl PhyB in ] ‘. : :
far-red-light-ahsorbing form; PhyB,. FiyB in red-light- serina/threoning kinese domain
absoehing foem: R, rad light: VLFR. very low Nuence pterin/ deazaflavin binding domain

response; UV, ultraviolet light.
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DOTOTPONUHBI YYACTBYIOT B PEeryJsliii Pa3sHbIX (POTOABUKEHU I

» U3rudanue KoJ1eonTHJIs
» J/IBMKeHHE XJIOPOIJIACTOB
» OTKpbIBAHUE YCTHUII

DOoTOTPONMHBI BJIUAIOT HA
IKCIPECCUI0 AYKCHH-3aBUCUMBIX
r¢HOB

OnHa u3 MuleHei (poTOTPONUHOB
(ARF7) - TpaHCKPUIIIMOHHBIN
(¢axkTop U3 cucTEeMBbI OTBETA HA
ayKCMH. MyTaHTBbI 10 3TOMY I'eHY
HMEKT HAPpYWIECHHbIH (poToTpONnM3M,
a TaK/Ke HApylIeHHbII
rPaBUTPONUYECCKHU OTBET U
JIKCIIPECCUI0 AYKCHH-PeryJIupyeMbIX
T¢HOB.

Y Arabidopsis paboTtaroT qBa
(boTOTpOIMHA C pa3HOM
YyBCTBUTEJIBHOCTHIO — Photl
(BBICOKOUYBCTBHUTEILHBIN) U Phot2 —
HU3KOYYBCTBUTEIbHBIN.

IlepepacnpeneneHuss ayKCUHA, MMO-
BHIUMOMY, peryJaupyercs
OAMHAKOBO Yy Pa3HbIX TPOMU3MOB.
Pa3iinuus B 3KCnpeccuu 0eJIKoB,
OTBEYAKIIUX HA AYKCHH.




@OTOTPONMHBI: CTPOECHHE U JIOKAJIU3AIUS

OT rpey. TponoG — NoBOPOT,
HanpaBJieHue U ap.-rpeyd. g /

I NS EETTE  poro: - cner

Kaxapiii LOV-10MeH HEKOBaJIEHTHO
cBs3biBaeT xpomopop — FMN, — a Takxe
| o0ecnieunBaeT 0eJIOK-0eJIKOBbIE
LOV2: OVl LL ‘ B3aMMO/IEIiCTBHSA U CBA3bIBaHHE 0€JIKOB-
C @ llllll’ - “' MHIIEHEeMH.
g KD LOV1 nomeH, BO3MOKHO, 00ecniedauBaeT
TUMEPU3ALNI0;
LOV2 ngomeH ocyuiecTB/isseT BOCIPpUATHE
cBeTa.

DOTOTPONUHBI — THAPOPUIBbLHBIE OCJIKH, ACCOLMUPOBAHHBIE C
1J1a3MaJ1eMMOIA.

C — phot1-GFP B TeMHOTe paBHOMEPHO pacnpeaesiéH B IIIOCKOCTH
IJ1a3MaJIeMMBbl,

F — nocJie ocBemenusi CC ocBo0OkIa€TCS OT CBSI3H ¢ MEMOPaHOIi U
BBIXOJIUT B IIUTO30.1b.

Y Arabidopsis pa6orawot 1Ba ¢pororponuHa:
photl — BbicOkOUyBCTBUTEAbHBINA — 0TBET HA CC HU3KOI MHTEHCMBHOCTH,
phot2 — Hu3KkouyBcTBUTEIbHBIH — 0TBeT HA CC BBICOKOH HHTEHCUBHOCTH.




(I)OTOTpOHI/IHI)I: CUTI'HAJIUMHI

__ 00 h@gj
CL@)@HM LL
[——_-I SEEEEDN

CC/Y®D-A 3aBucumoe o0pazoBaHue
Ttauoagaykra FMN ¢ uucrennom LOV 2
JAOMEHA NMPUBOIUT K U3MEHECHUIO
KOHGopMaLIUU aNIONIPOTEUHA, CHATHE
pernpeccu NPOTEMHKUHA3HOIO I0MEHA,
aBTo(pochopuIMpoBaHUI0 POTOTPONUHOB
110 HECKOJIbKUM Ser U CBA3bIBAHUIO

¢ 14-3-3 0esakamu.

B TeMHOTE MPOMCXOAUT MOCTENEHHOE

nedochopuuposanue GoTOTPONUHOB C
nomoibio nporenHgocdaras (PP2A).

OtkpsiBanne Ca*’-kanasioB mI1a3MajaeMMBbI
(Phot1) u Ca**-kanasioB sn10MeMOpan
(Phot2) — nossimenne [Ca*']

aktuBamus Ca’’-kanbmonymna,
H™-AT®a3b! (I11a3MaJIeMMbI M, BO3MOKHO,
ToHonacra) u K*, -kanajon

HL
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Kpunroxpombl: oTonpeBpanieHusi U nepeaadya CArHajia

oT MTH F/8 HDF

) : f.*

N /N (0] hv N = .0
N~* N

. 8 i o

TeMHOBas peBepcus

Y kpuntoxpomoB MTHF (ntepun) moriomaer kBaHT Y®/CC u nepenaét 3nepruro Ha FAD (pe3oHaHCHBIM
nepenoc @épcrepa).

Pe3yabTaToM poTropeaknum siBasieTcss BHYTPHUMOJIEKYJISAPHAS OKUCIUTEIbHO-BOCCTAHOBUTEIbHAS PeAKIUS C
oopazoBanuem FADHe — ¢pusnonoruyecku akTuBHas (popmMa KpUnToxpoma.

Horuomenue 3C ¢popmoii FADHe npuBoaur k BoccranoB/jieHHI0 e€ 10 FADH ™ — T.e. BBIK/II0YEHHIO CUTHAJIA.

photolyase-like domain signatransducing domain

photolyase-like domain signatransducing domain

Y®-A/CC 3aBucumoe oopazosanne FADHe,
BbI3bIBaeT (aBTO)pochopuaupoBanue B Ser-60rarom
yuyactke DAS moTuBa u usmMeHenue konpopmanuu C-
koH1A. B pesynabrare C-KoHel MOkeT
B3aMMO/IeliCTBOBATH € IPYTrUMHM KOMIIOHEHTAMM
nepenayy CUrHAJIA U/WIH CTATh 00Jiee JOCTYNNHbIM
s pochopunmposanus IKazamm.

Tak kak 0eJIKU, BOCCTAHABJMBAaeMble
KPUINITOXPOMAMU, He 00HAPY:KEeHbI, MPEAINO0JIAraeTcs,

YTO CUTHAJI OT HUX Nepenaércs yepe3 0eJI0K-
0eJIKOBBIE B3aMMOAeHCTBHA



Kpunroxpombl: poTonpeBpainieHusi, nepeaada CUrHaJaa

HYS - Tpaunc-¢axrop,

UHAYUHMPY O —

IKCIPECCHIO CBETO- /\ F :% @

3aBHCHMBbIX I€HOB Ll s . YOUKBUTHHHPOBAHHBII

sasucumbie | E3-mura3oii 6esioxk HYS
SEHEl Jierpagupyer uepes

npoTeacomy

COP1 cry-3aBucumo /7

BBLIXOAUT U3 SIAPA HJIH —] N Kpunroxpomsl — siiepHbIe
WHAKTHBHPYETCSI Gk

Y&A/CC Ha cBety cryl BoIxoaur u3

@ — cry2-
_—
ac cry2 — pa3pyumaercsi..

COP1 - ogna u3 E3-auras,

Y®-A/CC HeraTuBHBIN peryjasiTop
R

— ¢poromopodorenesa.

o HYS — rpanc-daxkrop,

l MMO3UTUBHBIN PEryJasiTOp
LuTo3onbHaa
BETBb CUTHaNWHra ¢0T0M0p(])0reHe3a —
decmpykuusa
HHAYIUPYET IKCIPECCHUIO
CBC€TO0-3aBHUCUMBLIX I'€CHOB..

yumonnaama




KpunroxpomMbi: BO3MOKHBIM MeXaHU3M (POCHOPUIMPOBAHUA U TPAHCAYKIIUHA CUTHAJIA

/{Ba BO3MOKHBIX BADMHTA NepeAaYy CUIHAJIA:

1.Yepe3 akruBanuio Tpanc-pakkropos CIBs (Toabko ais Cry2) .

2.Yepe3 cucremy youksutunuposanuss COP1/SPAs. Ilpu 3tom Cryl u Cry2 cBA3bIBalOTCHA

¢ SPA1, Ho ¢ pa3ubiMu yyactkamu, ¥ Cryl — unrnoupyer, a Cry2 — akTUBHPYeT X AaKTUBHOCTb

*\_expression)
changes

Inactive CRY Phosphorylated CRY-partner
oligomer CRY oligomer complex

) ﬁn»ji

e
urn S /\ ,—>LRG >

TRENDS in Plant Science
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Posib «6MONOrMuecKnx 4acoB>» B XXU3HU pacteHums

(d) Choroplast
(c) Protein movement
phoq:hor)'latnon

{ 1 (e) Stomatal
_ opemng

/ U

(b) Cylosollc
cakium levels

444

P4

(a) Gene
expressnn

|;’

q (i) Flowering

(g) Cotyledon and
leaf movement

(h) Petal

openlng Tonds b Flast Scence

a. DKCIIpeccrs HEKOTOPBIX TEHOB MOIYHNHEHA
ITUPKaHBIM PUTMaM. | €HbI, KOAUPYIOITHE
XJIOPO(HILII-a/B-CBA3BIBAIOIIHE OCITKN
cBeTrocoOupatoiero komiekca (Lhachb, CAB),
HUTpar-penykrasa (NIA2).

Yacel KOOPAUHUPYIOT METAOOTU3M TSI
MaKCUMaJIbHOTO YpOBHS (DOTOCHHTE3A.

b. [{luTo30/1bHBIE KOHIIEHTPAIUK CBOOOIHOTO
KaJIbIUs OCHUUTHPYIOT COIIACHO ITMPKATHBIM
putMam y Arabidopsis

c. YHacel perynupytot pochopunrpoBaHue
HEKOTOpbIX OenkoB. [{upkagHas akTUBHOCTb
KHHa3bl, KoTopas ¢pochopmimpyer OEII-
kapooxkcunasy (Kalanchoe fedtschenkoi)

d. nBrKeHus XxyoporactoB (Arabidopsis);
€. OTKpbIBaHUE yCThUll (Arabidopsis);

f. ynnmunenue runokotuns (Arabidopsis):

g. JIBMoKeHUs CEMSITIONIEN U JINCTHEB
(Arabidopsis):

h. packpsitre 1BeTkoB (Kalanchoe):

1. CHHXpOHH3AIIHS MPOIIECCOB, CBI3aHHBIX C
Pa3BUTHEM - HAI[PUMEDP, BPEMEHHU 1IBETCHHSI.
MyTanuu B Te€HaX, CBSI3aHHBIX C YacaMu
U3MEHUIU (HOTONIEPUOTUIYECCKUIM KOHTPOIb
I[BETCHMSI.




KOMMNOHEHTbl CUCTEMbI «6MONTIOrMYeCcKnX 4yacoB»
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MonekynsipHasa Moaesib 3yKapuoTUYECKOro LMpKagHoOro ocLHu/uIfATopa

Positive
elements

S A@\
Negative
/ elements

Clock
genes

WC 2

a. Obuwas cxema, nokasbiBatoLLas rnaBHyo
neTrno obpaTHOM CBS3M - OCHOBY A5
9yKapMOTUYECKOro LMpKagHOro reHeparopa.
Mapa "nntocosbix" anemeHToB (CLOCK n CYC
B aposodune, WC1 n WC2 B Neurospora,
CLOCK n BMAL B MbILIKe) hopMUpytoT
reTepoguMepbl, KOTOpble OENCTBYIOT Kak
aKTMBaTOpPbl TPAHCKPUMNLMK, B3blBatOLLNE
3Kcnpeccuto reHa «4acoBy. benkosble
npoaykTbl ("MUHYCOBbIE" 3N1EMEHTbI) reHOB
yacoB (PER n TIM B po3oghune, FRQ B
Neurospora, mCRYs n mPERs B MbiLLKe)
GnokMpyloT 4encTBUE "NMMOCOBLIX" 3NIEMEHTOB,
NOAaBMSs UX BblpaXXeHue.

b. Mogenb uupkagHon cuctemol Neurospora .
WC-1-WC-2 retepogmmep akTuBmpyet
akcnpeccuto reHa Yyacoe FRQ. FRQ 6enok
urpaet ase ponu. B ogHoW perynatopHon netne
OH OENCTBYET KaK OTpuuaTernbHbIN perynsaTop
WC-1-WC-2 retepogummepa.

B aopyron netne FRQ pencreyet kak
NONOXUTENbHbIN perynatop cuHtesa 6enka WC
1 yepe3s WC 1 mRNA. "TIntocoBble" 3r1IEMEHTDI
n3obpaxeHbl CUHUM, "MUHYCOBbLIE" - KpAaCHbIM.
Mockonbky FRQ gencreyer u Kak
NONOXUTENbHBIA N OTPULLATESTbHBLIN 3NEMEHT, OH
n3o06paxkeH 1 KpacHbIM Y CUHUM.




YanpouieHHAst MOJeJIb HUPKAAHOTO OCUUJLIATOpa Arabidopsis .

LHCB and other
morning genes

[HeHnTpajabHbI OCHMILIATOP cocTOUT U3 reHoB LHY
(late elongated hypocotyl), TOC1 (timing of cab
expressionl) u CCA1 (circadian clock associatedl),
coorBeTcTByOIIUX MPHK u 0esikoB. beiok TOC1
COAEPKUT cneM(PUIHBINA /I PACTEHUH IOMEH
CCT, xkoTopbIii BOBJIeYEH B 0€JIOK - 0eJIKOBbIE
B3aUMOJCHCTBHS, a TAK Ke ONpe/essieT AePHYI0
JIOKAJIU3AIUI0 OesIKa.

Mogesb 0CHOBaHA HA 00PATHOM CBA3U
mexxkay LHY, CCA1 u TOCI.

LHY u CCA1 o0pasyror
rerepoauMepPHbIA TPAHCKPUIIUOHHBIN
(paxTop, NOAABIAIMIMHA TPAHCKPUIIIUIO
rena 0eaka TOC1, koTopsblil IBJIsIETCSH
crumyJiaTopom 3kcnpeccun LHY/CCAL.
CBeT akKTHUBH3HUPYET IKCIPECCHIO
komiiekca LHY/CCAL, on
HAKAILUIMBAETCH B LUTOIJIa3Me U
noaasJjset 3xkcnpeccuro TOC1-rena, 4ro
B CBOIO 0UYepe/b BbI3bIBACT CHUKCHUE
ypoBHs 3xkcnpeccun LHY/CCAL.
IHonm:xenue ypouss LHY/CCAL1 Bener k
MOBBINICHUIO YPOBHA TPAHCKPUIIIIAU
TOC1 u nuk koHuenrpanuu ero vPHK
NMPUXOAUTCH HA KOHEIl CBETJION0 BPeMEeHHU
cyTok. B pesyasbrare Tpancasiuun MPHK
TOC1 B nuTomjiasmMe nOBbIIACTCS
ypoBeHnb Oesaka TOCI, crumysimpyroiero
ykcnpeccuro LHY/CCAL. Iluk
koHueHTpauuu LHY/CCA1 npuxoaurcs
HA HAYAJI0 CBETJIOI0 BPEMEHH CYTOK, B
pe3yJibTare 4ero MUKJ 3alyCKaeTcs
CHOBA.




Moneab uupkaaHou cucremol Arabidopsis

Bxoanou curnai - Cryl u Cry2 —
kpunroxpomsl, PhyA, PhyB - ¢putoxpomsl

; besok ZTL (ZEITLUPE) B3auMOJeiiCTBYeT C
\ ) <] Li — PhyB u Cryl u npuHuMaer yyacrue B
\ e TPAHCAYKLIHMHU CBETOBOI0 CUTHAJIA.

ﬁ iiiﬁ;’;;ﬂ;e;xbi’ —_— Benok ELF3 (EARLY FLOWERING 3)

NPOTHUBOACUCTBYET (POTOTPAHCAYKIIUHU
B3aumonencreys ¢ PhyB B remHoe Bpemst cyTok
U 32CTaBJIAET BCIO CHCTEMY
CaMOOCUM/IIIMPOBATD.

ZTL u FKF1, pa6oraromue Ha '"'Bxoxe"
proteasomal<.\ CUI'HAJIa, MOTYT B3aUMO/ECTBOBATH C

turnover

dochopuinpoBaHHBIMU OeJIKAMH
OCHWJIJIATOPA, oNpeeisisi MX JAerpaanuio

beaxku ocumiisitopa MOryT ObITh
¢pochopunupoBanbl CK2 — meTka a4
YOMKBUTHPOBAaHHUAI.

TOCI1 akruBupyert 3xcnpeccuo LHY/CCAL1
nyrem B3aumojaeicreus ¢ PIF3
(PHYTOCHROME-INTERACTING FACTOR3),
0esikoM, conepskamum gomeH helix-loop-helix n
CIOCOOHBIM CBA3bIBATHCA ¢ mpomMoTopamu LHY
u CCALl. BaxHO — 3TO «ILyHKT
B3aUMOEHCTBUNA» ¢ (PUTOXpPOMAMHU, T.€.
«HACTPOMKA YaCOBY.

turnover




To ke » HO B IPYI'OM B1UJI€ 1 C HCKOTOPLIMH BapHaAllUAMM...

ARR - ARABIDOPSIS
RESPONSE REGULATOR
genes.

Mmuorue u3 Hux - ARRS,
ARRG6, ARR7, ARRIS5
Y4Y4aCTBYIOT B NeTJIe
OTPULIATEJILHOU

peryJjasinuu
HUTOKUHUHOBOIO
ol CUTHAJIMHIA...

iquitin?

Bxoj cBeTOBOro cMrHaJia oCcyuecTB/sieTcsl Yepe3 (pUTOXpOMbI H KPUIITOXPOMBI (IJIs1 MPOCTOTHI, MOKa3aHbI ToJIbk0 PHYB
u CRY1). Meauaropsl Bxona - ZTL, ELF3 u GI (PIF3. ZTL/ADO1 cBsa3anbl ¢ PHYB u CRY1). PIF3 cBs3biBaercs ¢
npomoropamu CCA1 u LHY u BO3MOKHO ¢ APYTMMH KOMIIOHEHTAMH 4acoB. /IJisl MIPOCTOTHI MOKA3aH eAUHCTBEHHbIH
HEHTPAJIbHbIA OCHUISTOP, ACCOUMUPOBAHHBIM ¢ MHOTMMH MPeANoJaraeMbIMi ero KoMrnoHeHTraMmu. KoMmoHeHToI Ha
KPYIVIBIX CTPeJIKax ocuuaupyoT Ha ypoBHe MRNA. Heib3s1 BbIBeCTH NPUYHHHBbIC OTHOLICHHUS CPEAU MPEANoJaraeMbIx
KOMIIOHEHTOB HA Kpyre M3-3a HeJ0CTATOYHOCTH IKCIIEPUMEHTAJIbHBIX JAHHBbIX.

LKP2 - BeposATHBII KAHAUAAT HA YYACTHE B OCUMJLISITOpPE, MOCKOJbKY ero mRNA ocumjuiupyer.
CCA1 u LHY ¢ochopunupyrorca CK2. B pochopuinpoBanHoM Buae OHM CTAHOBSATCS cyOcTpaTamMu 1Jis OejkoB F-

ookca (ZTL, FKF u LKP2) u nocJjiexyonero youkBUTHPOBAHUSA U AerPaJallui B IpoTeocoMe. BoIXoaHbIe CUTHAJIBI
MOT'YT MATH OT KaKI0I0 U3 MPeanojaraeMbiX KOMIIOHEHTOB OCIWLJIATOPA.

CCAl, LHY, RVEs u TOC1/APRR1 sBasitorca JIHK-cBsizbiBaomumu oeakamu, CCA1 MoKeT CBS3bIBATHCSA €
npomoropom LHCB.

JIpyrue BbIXOJAHbIE CUTHAJIBI OT OCHHJLISITOPA MOTYT 00pa30BbIBATh 00paTHbIE CBSI3H € '"'BXOAHBIMHU' KOMIIOHEHTHI,
Tuna PHYA, PHYB u CRY1, koropsie peryJiMpyroTcsi 4acaMu Ha ypoBHe TpaHckpunuuu 1 mRNA.




CTpaTermm pa3BUTUSA XXUBOTHbIX U PAaCTEHUMN Pa3/iInyiHbl.

Y KUBOTHBIX: Pa3BUTHE — CEPUA CI0KHBIX IPEOOPA30BAHUN, KOTOPbIE
BEAYT K ObICTpOMY npeBpamieHu0 HeaudepeHIUPOBAHHBIX KJIETOK K
CTporo audgepeHIUPOBAHHLIM. Pa3BuTHE )KUBOTHBIX BeIET K KECTKOMY
OrPAHUYECHHUIO MMOTCHIIUAJIA PA3BUTHUSA OTACJAbHON KiIeTKHU. Korga opranmsm
chopmMupoBajICs, KIETKA U TKAHU OKOHYATEJIbHO Tu(PepeHIMPOBaAHBI H,
KaK MPaBHJIo0, He MOT'YT aeauddepenuupoBarbcsa. Hapyumenue 3Toro
NPUHIUIA NPUBOIUT K PAKOBBLIM 3200/ 1¢BAHUSAM.

Y pacrenmii: KJIETKU HCTUHHO TOTUNOTEHTHHI. [IpakTHyecku Jr0d0as
KJIETKA pacTeHus MoxkeT aeaudepeHuupoBarcs, «BOUTH» B KJICTOYHbIN
HUKJ M B KOHEYHOM cyeTe chopMUpPOBATH L(eJI0€ pacTeHue.

MepucreMbl pad0TAOT B TEYeHHE BCEH KU3HU PACTEHUS U GOPMUPYIOT
HOBBbIE OPraHbl (0OKOBbIE KOPHH, HOBbIE O0Erd U JP.)

Y KMBOTHBIX PENNPOAYKTHBHBIEC OPTraHbI 3aKJIAIBIBAIOTCS HA PaAaHHEH
IMOPUOHAJIBHOU CTAAUN PA3ZBUTHSL.

Y pacreHui — mocJie JJIMTEJIHLHOI0 BEreTATUBHOIO CyIIeCTBOBAHMSI, U HE BO
BCeX CJay4asix.

NB — craguiiHOCTH npomecca pasBUTUS Y PACTCHUH




OT 3UroTbl 4O ceMeHWU. OMbpuoreHes y apabugoncuca

A vascular bundle and pericycle
Bl cortex initial

W cortex and endodermis

[ epidermis

I trichoblast

3 avichoblast

1 rateral root cap

[ columelia
quiescent centre

apical region
central region
basal region
hypophyseal cell

: shoot apical meristem
: cotyledons

hypocatyl

. embryonic root
. root meristem
. root meristem initials

YcraHoBjieHHEe OCH
«KOpeHb — mooder».

3urora geaurcs
ACCUMETPUYHO,
00pa3yrTcs CyCIIeH30p U
3apoabllIeBas KJIETKA.
JlesieHue 3apoabiieBOM
KJIETKH NPUBOIUT K
¢GopMupoBaHKMIO MepUCTEM
(psA0M € CyCIIEH30POM —
KOpPHeBast).

DopmMupyeTcs COCYIUCTHIN
KaMOuii — CBSI3b MEPUCTEM.

N3 ankajabHO MepUCTEMbI
credss1 popMupyroTcH
3apoabllIeBbIe JUCThS
(cemsamon).

Hakonen, Bce 310
«YNAKOBbIBACTCHA» B CEMH.




0co6eHHOCTU U MeXaHU3Mbl SMOPUOHANIBHOIO Pa3BUTUS PaCcTEHUM

MyTaHTBI 10 IMOpPHUOTEeHe3y

wt gk

= DopMupoBaHUe 32apOAbINIA Y PACTEHUM
MPOMCXOIUT 32 CYHEeT U3MECHEHUSA
CKOPOCTHU M HANIPABJICHUS JIeJICHUN
KJICTOK.
IHepemenieHns1 KJIETOK He MPOUCXOAUT.
« OcHOBHBIC (PAKTOPBI:
- CKOPOCTH JeJICHUA KJIETOK
- ACHMMETPUYHOCTH JAeJICHUS
- MOJIIPHOCTH KJIETOK

s InpPepeHunpoBka TKAHEH NPOUCXOAUT
PaHbIIIe U HE3ABUCUMO OT MOp(oreHesa.
o Hauana nudPpepeHUPOBKHU Cyab0a
KJIETKHU He oIpe/esieHa.

s JKCIpeccHus «3MOPHUOHATBHBIX) I'€HOB
NMPOCTPAHCTBEeHHO cnenupuuna. Kinerkn,
(GopMmupyronme onpeaeieHHbIe 30HbI
3apoabIIa ABTOHOMHBI — MYTAllUMH,
3aTparuBarouUIMe OAHY YaCTh 3aPOAbIIIA,
KaK MPaBUJIO0, He NPOSABJIAKOTCS B IPYrou
ero 4acrTu.




[ maBHYIO pPOJIb B PETY/ISALMUA SMOPHUOTEHE3A UTPAECT ayKCUH

Schematic of mutant types

MyTaHThI 10 YMOpHUOreHe3y y Arabidopsis

GURK — OoTCYTCTBYIOT allUKAJbHASA MEPUCTEMA U
cemsigosn. Koqupyer anernii-CoA kapOokcuiiasy

FAKEL — orcyreTrByeT rTniokoTH/ib. Kogupyer
crepuH C14 pexykra3sy

MONOPTEROS (MP) — oTCYyTCTBYIOT TMIIOKOTHJIb
u kopHu. Koagupyer TpaHcpakTop ayKTCMHOBOIO
orBera ARF

GNOM (GN) — penyupoBaHbl aIUKAJIbHbIE
noderosas u kopuesass mepucrembl. Kogupyer GEF
B 0BAJIAX — «AyKCHHOBBIE» [EHBI — ¢phaxkTOp 0OMeHa ryaHMHOBBIX HYKJI€0THA0B. GEF
— o A expesson BaKeH /ISl pacnpenaejeHusi TPAHCIOPTEPOB
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2-cell stage Globular embryo Early heart stage
wus Tpanckpunuus pa3HbIX IeHOB
B Mpolecce 3MOpHoOTeHe3a IloTroxku aykcuHa B xo1e 3MOpHoOreHesa,

peryaupyemsblie pacnpeaenaenueMm PIN

Wild type Mutant Wwild type Mutant




HauOosee «paHHue» peryiasaTopbl SMOPUOIEHE3a:
I'€HbI, KOHTPOJIUPYIOIIUE MOISIPHBIN TPAHCHIOPT AyKCUHOB

anuKanbHadA

PIN

6asanbHa“d
KneTka

3uroTa 8-KNneToYHbIN rnobyna
3apoabiLl

* MOJSPHOCTH PAa3BUTHS 32APOABIIIA CO CTAAUM 2X KJIETOK ONpeIe/sieTcs
HanpaBJIeHHEM MOJSPHOI0 TPAHCMOPTA ayKcuHA (3a cuet Oesika PIN7)

* Ha CTAANH IJI00YJIbI MPOUCXOAUT 000c00IeHHEe 0a3aJIbHOI0 IOMEHA 32 CUeT
usMeHeHus Jokaauzauuu 0eaxos PIN7 u PIN1




['eHBI-perynsaTOphl yIOPSAI0YEHHOTO JICJICHUS KJIIETOK B YMOPHUOTreHE3e

CHHTAKCHUH - TPaHCMEMOpaHHBIN OETOK, KOMIOHEHT MOJIEKYIISIPHOW MalINHBI 9K30IIUTO3HOTO OenkoBoro komiiekca (SNARE
komiuiekca). Cogepxxkut SNARE nomeH - nocnenoBarenbHOCTh U3 60-70-aMUHOKUCIIOT.
KuHe3uHbI - CyrepceMeiicTBO MOTOPHBIX OEITKOB, BMKYTCS IO MUKPOTPYOOUYKaM, YJaCTBYIOT B BE3UKYIIPHOM TPAHCIIOPTE

gnom knolle keule hinkel tsd1,2

aKTUBaTo CUHTaKCUH 6enok aHpo-1,4-  MEKTUH-
i P SNARE KUHEe3UH B-D- MeTUun-
| KoMnnekca |riokaHa3a PLRHCHE
pasa
Y v ¥
/ Be3UKYNSAPHbINA TpaHCI'IOpT\ (A el IR
KINeTOYHOM
n;’)ll;‘la.ngauﬂﬂ\ (t)OpMVIpOBaHVle / CTeHKM
ernkoB MemOpaH

rpagueHT ayKCUHOB —» LUTOKNHE3




GNOM (GN) — peryasitop Jokajau3zauuu PIN 0einkoB

NMonapHbIK TpaHcnopT aykcuHoB (MAT)

Cell wall

— Cytosol

Vacuole

HanpagBiieHue noJissipHoro
TPAHCIIOPTA aAyKCUHOB

HanpasJjieHu€ pacTsaKeHUus
KJIETOK '

HanpasJieHnue nejieHus
KJIETOK

HanpasJjieHHBIA
BE3UKYJIAPHBbII

TpaHcnopt PIN

0€JIKOB

Vesicle

Plazma
membrane,

—
" g ——

ENDOSOMAL
COMPARTMENT

dapendent |
oycling

FIN complex microfilament

GNOM/GEF
(Guanosine
Excahnge Factor) —
HEOOXOIUM TS
JBUKCHUS BE3UKYJI




I'eHbI- peryjasitTopbl pa3BUTHSI HEHTPAJBLHOIO JIOMEHA 3apoAbINIa

Jiaackel) peAyKIUS THIOKOTHIS + HApyLIeHHe
WT hyd (hydra), OMOCHHTE3a CTEPUHOB

cephalopod (cph)

C/dffédW S
" °| Sterot A | ”0)‘_ T Campesterol

[57¢ HYD
. .
Cld4-crepun  C7,8-cTepun dopmupoBanue pacTsKeHHe
peaykrasa n3oMepasa KJIeTouHOll cTeHKH W\ KJIeTOK,
NTOKHMHE3
CPH ol
.

opuenrtainusa PIN 6eikon /

CrepuH-MeTHJI-
CUHTE3 OPACCMHOCTEPOUI0B

TpaHcpepasa



Comarnueckuii SMOpHOTEHE3 — MOJIETb JIJI U3yYEHUSI MEXaHU3MOB dMOPHUOTEHE3a in VIvo




ComaTuueckuii 3MOpUOreHes 3Tanbl U (PAKTOPbLI

CTAAWNWWN NPOUECCA
MHAYXTOP
/curnan/

SRR

D sl

0 I II I11

+24-A -24-1

g @

KOMNETEHTHLIE KNETKU nposuﬁpuouanwe
B CYCTIEH3UH Macch! B CYCneH3uu

- mechanical disintegration

m "’
= Jlevmg procedure

fla tion

150-50 -
Phase 0 # otate 0
l\—"\
sucrose
=o0lid liquid @ .

Phase 1 Phase 2 Pi Phase 4

glycerine PEG+maltose PEG+sucr PEG+sucrose+ABA

liquid solid s0l solid

125 - 200 ® 5 3 mn at length
60-80% (1Bd) 50-80% (12d)  €0-70% (4d) 70-100% (35d)

Coaepxaune raoGyaspuoit () u ¢punamention (D) dopm aktHHa
B IMOpHOreHHOM W HEIMOPHOreHHOM CYCNEH3HH MODKOBH

ConepXaHue akTMHA

Cycnex3uu 3 5 2
y o0umit % | MOHOMEDPHDIN [ MOAMMEPHBIH

aAKTHH, I'-aktun, d-aktun,
Mkr/mr Genka MKr/Mr MKr/Mr

0.063 3mOpuorennas 9,9+0,42 1,0 2,3%0,17 7,6+0,17
(cragus 1)
0.063 neamOpuoreHHas 8,2:0,46 0,8 4,6+£0,29 3,2+40,29
(craguns 0)

% K KOHTP.




Jtan 2. Iloxkoil u npopacTanue ceMsiH

Iloxoiu cemsin: ABK, stunen. B
COCTOSTHUM MOKOSI MOTYT
BbIJIEpKUBaTh — 196°C
(KpHOXpaHEHUE CEMSIH).

Puc. 3.4. OcoGennoctii mpopactauisi ceMs: KyKYypyasl (a), ropoxa (6)
) dacoan (8).
1 — KOJeonTuan, 2 — ME30KOTHJb, 3 — KPIOYOK, 4 — SHHKOTHJAb, 5 — I'HIOKOTH.Ib,

IIpopacranue: NB — Boaa.
AKTHUBHPYIOTCH ruapoaassl — 3a cuer I'K
(L-amyl2 — B npoMoTOpHO# 00J1aCTH
umeercsas GARE.

NYK - akruBupyer H'-mommy.

IlepBbIM MOABJIACTCH KOPELIOK.

Buabl nokos1 ceMsiH:

BBIHY’KJICHHBIN — BHEIIIHUE
(paxroper (Hegocrarok O,, H O).
J10 HECKOJIBKHUX THICSY JICT.
[Ipeononenue — ckapudukaus.

(bU3NOJIOTUYECKUIM — BHYTPEHHHUE
daxTopsl (ABK, ¢peHonbHbIE
coenuHenus). [Ipeogonenue —
CTpaTU(pUKALIHSL.

CBeTo3aBUCHUMBIEC ceMeHa — JUII
BBIX0J1a U3 ITOKOS - (PUTOXPOMBL.

SApoBu3zanus — 1j1s IBYJICTHHUKOB
o0Os3aresibHa




I'paBuTponusm u GpOTOTPONU3M - HEPABHOMEPHOE pacipeeieHne
TpaHcnoprepoB UYK

(A) Vertical orientation 1.1AA is synthesized

in the shoot and
transported to the
root in the stele.

Cortex l
R Elongation

Stele —— 1] zone
(flavonoid

synthesis) : :
2. When the root is vertical, the

statoliths in the cap settle to the
\ . basal ends of the cells. Auxin
Root cap—— 1 & ' transported acropetally in the
o Al root via the stele is distributed
equally on all sides of the root
Root cap cell " cap. The IAA is then transported
(enlarged) p2eef basipetally within the cortex to
o the elongation zone, where it
Statoliths regulates cell elongation.

(B) Horizontal orientation

6. The decreased auxin ——M
concentration on the
upper side stimulates

OcHoBAa JelicTBUSA - U3MEHEHHUA the upper side to

grow. As a result, the

JIATEPAJIbHOI0 TPAHCIIOPTA foot bends down.
AyKCHHOB.

Ho — npu nperpaage — Mmexann4eckoe \
JABJICHUEC — Oﬁpaf}OBﬂHI/le ITUJICHHA — 5. The high concentration 4. The majority of the 3. In a horizontal root

of auxin on the lower auxin in the cap is the statoliths settle to
IEPCOPUCHTALINSA MHKpOprﬁoqu - side of the root inhibits then transported the side of the cap

N3M M — growth. basipetally in the cells, triggering polar
SMEHECHUE TOTSIPHOCTH 1€/ ICHUH cortex on the lower transport of IAA to the

POCT B TOJIIHUHY U «Pa3saABUTIaHUE side of the root. lower side of the cap.
IMO4YBbI.




Yto BaXKHO npu (HOPMUPOBAHUHU TKAHEU KOPHS — «UCTOPHS WITH «ITO3UIIHAS?

8 Quiescent
(B) Stele center cel

Cortex \_initial Pericycle
y Endodermis

Epidermis Cortical
endodermal

initial

Epidermis

Lateral
root cap

~ Root cap-
Columella of epidermal

root cap initial

Columella
initial

Tkanu KopHs GopMUPYIOTCH U3
4 TUIIOB HHULHAJbHBIX KJIETOK.
3HAYMT, BaKHA KUCTOPUS?




U BcCe ke rI1aBHOE — «KIIO3ULIUAY ...

Pattern formation relies on
consistent division of initial

lateral
root cap

quiescent
center
(QC)

columella

Cell types in the Arabidopsis rool meristem

«UcTtopus» TkaHel: 4-¢ HHUIUAJIbHbIC KJIETKH:
1. Kopa/angponepma

2. Crena (mepuMIUKJI/MPOBOASAIIAS CHUCHUTEMA)
3. OnuaepMuc

4. Koaymeia (KOpHEBOH YeXJIUK)

M BCe ke 0CHOBHYIO POJIb B
MOp(orenese KOpHA Urpaer
NMO3ULUOHHBIN KOHTPOJIb,
KOTOPbIN omnpeaeasieT
cnenuuky
naupgepeHIUPOBKH.
«YOMiiCTBO» OTAEJbHBIX
KJIETOK W aHAJIN3
MYTAHTOB IOKAa3aJI1, YTO
nd qugpepeHunpoBKu
CHCTOPHUSD KJIETOK U
TKaHel MeHee BajKHa, YeM
X MO3MIIHS.

IHo3uIHOHHBIE CUTHAJIBI
MOCTYNAKT U3 YiKe
aupgepeHIUPOBAHHbBIX
KJIeToK. KiteTtku, koropbie
KOHTAKTHPYIOT C
MOKOSILIUMCS LEHTPOM,
MOAAEPKUBAIOTCH B
nequddepeHIMPOBAHHOM
COCTOSIHM M.




[MO3MLIMOHHBIA KOHTPOJSIb — OCHOBHOWM MEXaHU3M Pa3BUTUS KOPHS

«YOMUCTBO» J1a3epoM
MOKOSIIIEroCsl HEHTPA U €ro
nocJjieayoniee BOCCTAHOBJIEHUE
3a CYeT KJIETOK KOJIYMeJLIbI.
(SCARECROW nipoMOTOP CJUTBII
¢ GFP).

d®opmupoBanus HOBOro QC He
MPOUCXOAUT Y MYTAHTOB 110
TPaHCHOPTY ayKCUHOB Ui AUX
/ TAA — 0eqikam.




Ponb ayKCMHa 1 NOKOSILLEroCs LIEHTPa B Pa3BUTUM KOPHS

Figure 7A. The synthetic auxin response element DR5:GUS marks the distal-most cells of the root tip, and its location is
changed dramatically by the addition of polar auxin transport inhibitors such as naphtylphtalamic acid (NPA). Treatment with NPA
also changes the size and shape of the columella root cap domain, visualized here by their characteristic starch granules.

Figure 7B. Model for maintenance of stem cells that surround the quiescent center by short-range signals that suppress progres-

sion of cell differentiation.

KueTrku nokosinierocs
LHEHTPA UHTHOUPYOT
nugpepeHupPoOBKY
OKPYKAKIIUX KJICTOK.

CTB0JIOBBIC KJIETKH?

DopMupoBaHHE
MepUCTEMBI
KOHTPOJIUPYETCH
O0ajlaHCOM MEKIy
CUTHAJIAMM,
HHTHOUPYHOITUMHA
au¢pPepeHUUPOBKY U
CUTHAJIAMM,
onpeae A UM
«Cynb0y» KJIETKH,
NMOCTYNAKIMMH U3 YiKe
au¢pPepeHIUPOBAHHBIX
KJIETOK.




CTpyKTYypHO M PYHKIMOHAJIBHO pPa3jn4YHbIe 30HbI MepucTeMbl nodera (AMII)

ﬁa) Tpu cros

L2 L1
\ L3
e g

CZ — uenTpajgbHas 30Ha - guiopaabHas @ PZ - nepudepuyeckasi 30Ha - jjarepajbHast
MeEpHUCTEMA WM MEPUCTEMA 0KUTIAHUSA. WM OPraHOTeHHAs MEPUCTEMA

- O6nactp HenubGepeHITUPOBAHHBIX - Jlouepnue knetku CZ. CKOpOCTb H

KJIETOK, KOTOPbIE MEIJIEHHO U C HaInpaBJICHUE JeJIeHUI KIeToK PZ He
MMOCTOSTHHOW CKOPOCTBIO JIENSATCH, MOCTOSIHHO; KJIETKH CIIOCOOHBI K
oOecrieurBasi MOCTOSHCTBO Pa3BUTHAL. nudpepeHIupoBKe

CTtBOJIOBBIE KJIETKH? L1+ L2 - tynnka, L3 - kxopmyc -

RZ. (Rib zone) — cTrep:;kHeBasi WU
KOJIOHYATAS MepHuCcTEeMA AMII 00J1bIIMHCTBA IBETKOBBIX PACTEHUN ~

800-1200 kueTok, y apadougoncuc - 50-70




I'eHeTn4ecknii KOHTPOJIb CTPYKTYPbI U pyHKkunu AMII («kiaaccuvyeckasi reHETHKA)

BbIsBreHbI ABa KNACCOB MYTAHTOB, UMEHOLUX anbTePHATUBHbLIN (PeHOTUnM:
e

MYTaHTBI C MYTQHTbLL C
yBeJM4YeHueM pazmepa AM Hepopassutuem AM
(clvl, clv2, clv3, fasl, fas2) (stm, wus, zll (pnh);

wWT clavatal wuschel shootmeristemless
(clvl) (wus) G,



AYKCHH MI'PaeT KJIK4YEeBYI0 POJb U B (GOpMUPOBaHUE M00Er0BOM anuKaJILHOU
MepHuCTEMbI U OWJIATEPAJTBLHOM CUMMETPUH

Intercotyledonary
2one

Adaxial side

4

Abaxial side

Transition stage

Shoot apical
meristem

Wild type

Cotyledon

Early heart stage

/Adaxial

Xin

\Abaxia| f6-cell Early globular

WS gene
expression

Adaxial @
( Abaxial

cucl,/cuc2 Peripheral\

zone ’>
wus ' \ANT

CUP-SHAPED COTYLEDON
(«yammeBHHBIE CEMSII0JIMN»)

(CUC) 1,2,3 — rensl, KoaMpywuue Tpu
OsiM3KuX TpaHcdakTopa.

CUC BiausAOT (TOPMO3SAT) TPAHCIOPT
ayKCHHA.

Late heart

Induction of
expression of CLV3

Seedling shoot meristem

Central Peripheral

e

cucz/er/




Pa3putne nodera u paboTa anuKaabHOW MEPHUCTEMBI

IToGeroBasi anukansHas
MepHucTeMa

JIucTtoBbie
NPHUMOPIAHH

Jlucrosoii
NPHUMOPIOMHK
BereraTtuBHas
MepucTreMa

Puc. I1.11. Ctpoetue mo6eroBbix amHKIbHBIX MEPHCTEM (TTAM).

A — nuxuit Tun; B — myTauT clv; /, 2 — JIHCTOBBIC 3a4aTKH; 3 — nenuddepenuupo-

Puc. I1.8. CTpykTypa anekca U noGeroBod anMKaJIbHOH MEPHUCTEMBI. BAHHbBIE CTBONIOBbIE KIETKH; 4 — paﬁox Q)OpMHpOBaH"ﬁ OpratioB NpopoOCTKa.

a — amnekc, BKJIIOYaOLHil MOGEroByio MEpUCTEMY M JIMCTOBBIE MPUMOPIAHH; 6 — 30HBI H
cnou no6eroBoi anUKalbHOH MepHCTeMbl; []3 — LeHTpalbHas 30Ha; /73 — nepudepuyec-
Kad 30Ha; PHB 30Ha; JI1, JI2 — Tyuuka; JI3 — KOpIIyC; 8 — OpraHH3auMs BEreTaTHBHOH

i STM - noajaep:xkaHue CTBOJIOBbIX KJIeTOK SAM B
HeaudpepeHIMPOBAHHOM CCOCTOSTHUU

WUS - nogaep:xaHue KJIETOYHBIX JAejieHuii B SAM
CLV-1 — ¢popmupoBaHne OpraHoB U TOPMO3 JIeJICHUIA;
uMeeT LRR y4acTok 3 noBTOPSAIOIIUXCH JeHIIUH-
o0orameHHbIX pparMeHTOB U3 24 a-K. Ha N-KOHIIe
ZLL (ZWILLE, «poratka») — opranusauus SAM.

STM wu CLV-1 — anTaronucrtsl. bajanc Mmexay HUMu
peryjupyer cooTHouieHue JuddepeHuMpOBAHHBIX U
HeaudpepeHMPOBAHHBIX KJIETOK B OTBET HA SH/10- U
JIK30reHHbIe (PAKTOPHI.

WUS peryaupyercss kak STM, tak u CLV-1

UL

OUL RN

cLv2 Cf-9




Pa3zButue SAM peryjupyercs o THILY OTPULATEIbHON 00PATHOM CBA3M

Stem cell autofeedback loop

WUSCHEL (WUS) — odypauok, ropoouestit — konupyeT
TPpaHC(PaKTOP C rOMeoIOMEeH-00KCOM. AKTUBHM3UPYET JieJIeHre
KJIeTOK SAM. MoxkeT HAPAMYI0 HHTHOUPOBATH IKCIPECCHIO

renoB ARR (Arabidopsis Response Regulator), muorue u3s

KoTopbIX (ARRS5, ARR6, ARR7, ARRI15) y4acTBYIOT B 1eTJie
OTPHULATEJIbHOI Peryisiiii IUTOKUHUHOBOTO0 CUTHAJIMHI A

An increase in the number
of stem cells promotes
transcription of CLV3.

As stem cell number decreases the
level of CLV3 is reduced, allowing
the expression of WUS, which causes
an increase in stem cell number.

CLV3, a small peptide, binds to CLV1
and suppresses the expression of
WUS. WUS is required for the
maintenance of stem cell number.

1. TpancdakTop, KoaupyemMblii FeHOM
WUS, akTuBHpYeT jejieHHe KIeTOK
anexca cre0isi. YBeJu4eHHe Yucia
KJIETOK alleKca cTedJisl yBeJnYnBaeT
Tpanckpunuuw CLV3.

2. CLV3, MmajieHbKHIl enTu1, MOXKeT
JIErKO TPAHCTIOPTHPOBATHCS,
cBsizbiBaercsa ¢ CLV1, 4To nogaBjisieT
kcnpeccuro rena WUS, koropblit
HEO00X0MM /ISl MOA/IePKAHUS
KJIETOK ameKkca cTe0Jist

3. B pe3yabTare 4Hc/I0 KJIETOK aneKkca
cTe0JIf yMeHbIIaeTcsl, YTO MPUBOIUT
K CHUKeHUI0 ypoBHs CLV3, uto
BbI3bIBAET YBeJIHYeHHE IKCIPEeCCHH
WUS, uto akTUBH3HpYeT /ieIeHHe
KJIETOK ameKca credJis.

Plasma
membrane

CLAVATA (CLV) 1,2,3, - pyHKIIHOHAJIbHO CBA3aHHbIE I'€HbI.
CLV1 - LRR kuna3a, CLV2 — LRR-6eJ10K.

CLV3 — neo6oabmoii (11 kDa) BogopacTBOpuMBbIii 0€JI0K.

KAPP - ¢ocpara3sa.

2. The binding of the CLV3
multimer to the extracellular
domain of the CLV1/CLV2
heterodimer induces
autophosphorylation of the
cytoplasmic domain of CLV1.

3. Phosphorylated CLV1 binds to
the downstream effector
molecules: kinase-associated
protein phosphatase (KAPP) and
rho-GTPase (ROP).

CYTOPLASM

CLV1/CLV2
heterodimer

UCLv2

4. KAPP is a
negative
regulator of
CLV1.

CLV3 <

1. WUS gene expression
promotes the expression
of the CLV3 gene.

MAPKs? +—/

5. ROP may act through a
mitogen-activated protein kinase
(MAPK) cascade to repress WUS
gene expression, forming a
negative feedback loop.




Cucrema WOX -CLE

WOX = WUSCHEL related homeobOX — cemelicTBO 0eJIKOB — TOMEOIOMEH- COAEpKaIITHe
TpaHchakTopsbl (TD). 60see 30. TO WOX MOKHO pa3ieiuTh HA TPU KIIAJIbL:
-npeBHiot0, niu WOXI13 - kmagy (WOXT10, 13 u 14), - y Bcex pacTeHHI HauWHAs! C 3€JIEHBIX BOJIOPOCIIEH,
- npoMexxkyTounyto, uam WOX9-knany (WOXS, 9, 11 u 12), BuepBbie NOSIBASIOTCS Y TJIAYHOB,
- copemeHnyto, uiu WUS-knany (T® WUS u WOX1-7) — TOIbKO y CEMEHHBIX pACOTKEHUH.
Td WOX coBpeMeHHOM BETBU MOT'YT ObITh KaK aKTHBATOpaMHU Tak U perpeccopamu
B MeHpucTeMax KOpPHA U no0era — noaanp:xanue aenupepeHnpoBHHOIO COCTOAHUS.
Yacto paboraroT B nape ¢ ux kopakropamu - Td® HAM (Hairy Meristem), oTHOCAIIUECS K CEMEHCTBY
GRAS. Jlns xaxaoii u3 MmepucteM xapaktepeH cBoi y3kocneuuguunbii TO rpynnset HAM: B AMII -
HAMI1, B3aumoneiictByromuii ¢ WUS, B AM kopus — HAM?2, cienmduyno cBsizpiBaromuiics ¢ WOXS, B
kamouu — HAM4, B3anmoneiictBytomuii ¢ WOX4..

CLE-Genku —ceMecTBO (MUHUMYM, 25 mTykK) HeOoabuX (80 — 120 a-k) perynsiTopHbIX OEIKOB B
pacteHusx. Y apabunoricuca — 32 reHa, y puca —47. NmerotT y C-KoHIIa KOHCEPBATUBHBIM y4acToK u3 14
a-k (CLE-nomeHn) — «Bu3uTHas KapTouka» 3Tux 6enkoB. Mx peuenutopsl — LRR-RLK. B mepucremax —
anToroHuct (Beikiarodaresb) WOS. (CLV3 — B AMII, AM xopus — CLE40, B mpokam6uu — TDIF)
Hensitea ena Tpu punnorenutedeckue Bectsu (CLET — CLE7, CLE9 — CLE13, CLE41 — CLE44

JIro6onbiTHO, yTo CLE-10MEH €CcTh y HeMaro, Mapa3uTUPYIOIINX Ha coe U KapTodese — CKopee BCero s
«yTpaBieHus» MeTabomu3MoM pacteHus («mumukpus» CLV3?)

Wang, Fiers 2010. CLE peptide signaling during plant development. Protoplasma 240: 33-43




CxeMa perynmpoBaHusl pa3BUTUS MepucTeMbl nobera.

Cucrema
WOX - CLE
CLV3
CLE - CLAVATA3
(CLV3) /
CLV1 ENDOSPERM
CLV2/CRN SURROUNDING
REGION (ESR)
RPK1 -related

WOX = WUSCHEL
WUS related homeobOX

¥ X

UK <€— KNOX

@ - CLE-nentupg; — Peuentop CLE-nenTtnaos; - TO WOX;

Ikcnpeccusi rena WUS B opranmusyonemM eHTpe HeraTuBHo peryiaupyercs nenruaom CLV3
IPH ero CBA3bIBaHMU ¢ penentopHbiMu nporennkunazamu CLV1, CLV2/CRN n RPK1.
Tpanckpunuuonnsnie pakrTopsl KNOX U uMTOKMHUHBI HE00X0MUMBI 11 3aKjaaaku [IAM B
IMOpHOreHe3e U NMoAAep;KaHus npojaudepanun ee KJIETOK B IOCTIMOPHMOHAJIBHOM Pa3BUTHH;




CLE - nentuabl y4acTBYHT B ONpeeJICHUH CYIbObI KJIETOK MepUCTEeM

CLE-Genku — HanboJiee U3y4eHHOE CEMENCTBO (MUHUMYM, 25 mTykK) HeOombmux (80 — 120 a-k)
peryisaTopHbIX OeakoB B pacTeHusx. MimeroT y C-koHIIa KOHCEpPBAaTUBHBINA y4acTok u3 14 a-k
(CLE-noMeH) — «BU3UTHAsI KAPTOUKa» ATUX OEIKOB.

JIro6onbiTHO, yTo CLE-10MEH ecTh y HeMarTo1, Mapa3uTUPYIOIINX Ha coe U KapTodese — CKopee BCEero
TUTSL «yTIpaBIeHUsD MeTabonu3MoM pacteHus («mumMukpus» CLV3?)

[] Lateral root cap (CLE12, CLE17)
] Epidermis (CLE12, CLE17)

B Cortex

] Endodermis (CLE4)

B Stele (CLE2, CLE4, BAM3)

B Quiescent centre (WOX5)

[1 ACR4 expression

CLE40 exprassion

[[] Stem cells




CxeMa perynamMpoBaHus pa3BUTUSA MepPUCTEMbl KOPHS:

Ta ke cucrema
H WOX - CLE

T

CLE40 @

@ - CLE-nenTtng; — Peuentop CLE-nentnaos; - TO WOX;

Ikcnpeccusi rena WOXS B opranusywiineM HeHTpe HeraTuBHO peryjupyercst nentuaom CLE40
IPH €r0 CBA3BIBAHHUU C PeleNTOPHON NPOoTenHKUHA30i ACR4; 111 3aKJIaIKM OPTraHU3Y0IIEero
LHEeHTPa He00OXOAUMbI AYKCHHBI M AKTUBHOCTHh TPAaHCKPUNIIMOHHBIX (pakTOopoB SCR n SHR,
TPpaHCKpUNIUuOHHbIE (pakTOPbI PLT Heo0XoquMbl 1J151 CO3AaHUS JIOKAJIBbHOT0 MAKCUMYMA

KOHIIEHTPAIlUU AyKCMHOB




PacnpeaeneHne hakTopoB TPaHCKPUMNLIMN MEXIY KNETKaMU onpeaenseT
paananbHOE CTPOEHUE KOPHS

LI SHR (shortroot)
SCR (scarecrow Columella

0esiok SHR nBu:xeTcs: u3
obracTb TPaHCKPUMLMK «IMPOBOASIIINX TKAHEH» B YHI0IEPMY,
MPHK rae Ikcnpeccupyercss SCR

SHR - ¢axkrop Tpanckpunuuu. Perynupyer aktusHocts SCR u yuacTByeT B pajinajibHOM CUTHAJIUHTIE.
IKronuyeckas Ikcnpeccuss SHR — akTuBauus KJI€TOYHBIX [eJICHUH U AHOMAJIbHAA CHEeHATU3ANNSA KICTOK B
KopeBoii Mepucteme. OcHoBHas poiib SHR — opranuszanms curHajJ-peryjiupyeMbiX KJIETOYHbIX JeJIeHUH
SCR («myrauao») — ¢pakrop rpanckpunuuu. Heodxoanm /151 padoThl NOKOSIIET0Csl HEHTPa U padoThI

OKPY/KAIOLIMX €ro KJIETOK, - VIl ACCUMETPUYHBIX /IeJICHUI KJIETOK NPU GOPMUPOBAHUYN PAAHAJIBHON CTPYKTYPHI
KopHs. HeoOxonum 11 mojiep;kaHus KJICTOYHBIX JAeJIeHUi, HO He TuddepeHIUPOBKH KiIeTOK. Heo0xoqum nis
rpasuTponuima. Peryjupyer Takixe paiuajJbHYI0 Opranu3anuio nooderos. CesaspiBaercs ¢ npomoropamu MGP,
NUC, RLK u SCL3. Canxkaer noasu:kHocTh SHR 1 orpannunBaer ero padory B siipe KJIETOK 3HA0AECPMBbI.




CxeMa perynmpoBaHusa pa3BUTUA KaMbuasibHOM MepucTeMbl U

MepUucTeMbl 60KOKBOIro KOpHS
Ta :xe cucrema
WOX - CLE

B npokamOum a 3atem KamMOuuU
Ikcnpeccusi rena WOX4
MO3UTHUBHO peryjaupyercs
nentuaamu CLE41/42/44 npu nx
CBA3BIBAHMM C PelenTOPHOU
nporeunkuHaszoi TDR.

MepucreMbl 00KOBbBIX KOpHeEH

PeryJIMpyroTcs CUCTEMOM
CLE40-ACR4-WOXS

WOX4 TDR CLE41/42/44
WOX14

& - CLE-nentng; — Peuentop CLE-nentnaos; - TO WOX;




Cucrembl peryimposaHnsa pa3smMtua pa3HbiIxX TUNOB MEPUCTEM

@ - CLE-nenTunpg;

— Peuentop CLE-nenTtnpos;

CLV3

w1y
CLV2/CRN
RPK1

KNATT1

i "’\‘\3
g ? UK

' "
&

- ‘D"*.
LEC2,FUS3 o 5 OIS ¢
BBM1 oy #%d BY woxs

O
Q‘)@o&&\o —
Ny K
R

KNOX3

WOX4
Wwox14

TDR CLE41/42/44




3tan 3. HOBeHWbHbIN 3Tan pa3BUTUS — «CaMOYCKOPEHME» POCTOBLIX NPOLIECCOB

C nosiBJIecHUEM ANEKCOB KOPHHA U nodera u
COCYIMCTOT0 KAaMOWSI HAUMHACTCH MOJISIPHbIH

Tpancnopt YK u LK.

«I1JIIOCOBBIA KOHTYP»:

Anexc modera — cunre3 YK — rpancnopr YK —
AKTHUBALUSA KOPHeoOpa3oBanuss — cuHTe3 LHK —
Tpancnopt IIK — akruBauust pocra nodera —
Cunre3 UYK — ...

«CamoyckopeHure» pocTa 3a CUeT MOJ0KUTETbHOMI
00paTHOM CBA3HU NPUBOAUT K HAKOILICHUIO
BereTaTuBHOM MACCHI.

«KoMnbroTepHoOe>» pacTeHue.
KoHe4yHO BCce He TaK NpoCTOo, HO BCe XKe...




IloamporpamMmbl pa3BUTHS: 3aAKJIAAKA U Pa3BUTHE JIUCTA.
OcCHOBHBIE COOBITHSI B PA3BUTHH JINCTA:

1. 3aknamka JIMCTOBOTO MPUMOPINS

T

2. Onpenenenne s
CUMMETPHUU JIUCTa y

NMAM A g=iEs 3

rpaHvua .I_;' \,\:;. e
485508 STM,
LUNTOKUHUHBLI

-AS, ANT,
ayKCUHbI

3. Onpenencaue (Gpopmel aucTa (LIEIbHBIM,
PACCECUYCHHBIN, CIIOKHBIN)




[lognporpaMmbl pa3BuTUA: 3aknaaka U pasBuUTUE NUCTa.
Pa3MmeTKa 3aknagku — knotted—-reHbl ¢ roMeoboKCOM Y KyKypy3bl, stm —y apabuaoncuca.

MoanporpamMmmbl

pa3BuUTUA:

3aKnaaKa u
pa3BuUTHUE NIUCTA

3aK/lagKa NoYKM
Poct Mmexxaoysnusa

AyKCHHBI = (popMHpPOBaHHE
COCYIMCTBIX IIyYKOB —

KaK MUHUMYM, aABa rena ARF (MP
u NPH4Y)

HUTOKUHMHBI — (pOPMUPOBAHKE
(¢ps103MmbI - ren WOL

Ha kajjycHbIX KyJIbTypax:

NYK + > 4% caxapo3bl
¢popmupoBanue ¢uiod3MbI
NYK + <2% caxapo3bl
(popmupoBaHUe KCUIEMbI

«MMIyJIbC ayKCHHA —
3aKJIaJKa JUCTOBOIO
NpUMOpPAUA.

«AMnyabe» - 3a cyer
pacupenesenus PIN3.

NYK — npoxkam0uin —
npumMopauin —
NPOBOAALIANA cUCTEeMa —>
nocrymienue K —
aKTHUBALUA
MAapPruHaJbHON U
UHTEPKAJIAPHOI
MepHucTeM — POCT
JIUCTOBOH IVIACTUHKH —
cunre3 'K — pocr siucra
10 HOPMAJILHOI'O pa3Mmepa.

BHemnue gpaxkropsbi:
(puroxpomsl,
KPHUIITOXPOMBI




Ouaru JeneHus KIETOK npy pa3BuTuu nucrta Arabidopsis:

Tpauncrennoe pacrenue ¢ cyclinlAt:GUS
penoprepHbiM reHoM. [uxkaunlAt — mapkep
G2/M ¢a3bl KIeTOYHOI0 HUKJIA.

C — G - pa3Hble cpe3bl Ha Pa3JIMYHbIX
CTaausX pa3BUTHS JUCTA

AHaJIM3 MYTAHTOB:

IIponecchbl MHUIIMALIUAY JIUCTA U €0
(hbopMupoBaHusl reHETUYECKH
KOHTPOJHUPYIHOTCH HEe3aBUCUMO.

KoopanHupoBaHHas IKcnpeccus ITUX ABYX
TPYIIIL T€HOB OIPeENe/IsIIOT BpeMs MOsIBJICHUA
oNnpeae/IeHHOI0 THIIA JIUCTA.

Oo0Opa3oBaHue JJUCTA HAYMHACTCH C U3MCHCHU U
OpHMeHTAlMH U cKopocTH aesjenuu B L1, L2 u
L3 caosnx.

CropocTts geseHui (onpenessier pasmMep JUCTA)
U HanpaBJ/ieHue JejeHun (onpenesaser Gpopmy
JIUCTA) TAKAKE FeHETUYECKH A1eTEPMUHUPOBAHBI
HEe3aBHCUMO.




AYKCHHBI — KJII0YEBbI€ PEryJATOPbI HHUIIUAUM JIUCTA

TpaHcnopT JlokanbHble MaKCUMYMbI
aykcuHoB B [NAM

KOHUEeHTpaunn aykKCUHOB

LA
i A
2

-~

Peuenumnsa u nepenayva
cCUrHana aykCMHoB

CuHTe3 ayKCUHOB
B MOJoAbIX

NUCTbAX TD ARF
/ (Auxin
reHbl H-ATda3s, Response
reHbl 3KCNaHCUHOB Factors) \
v reHQSZ 277

pacTsXXeHne KNneToK
penpeccusi reHoB orpaHu4yeHue 30H
v v KNOX akcnpeccun AS u ANT
N3MeHeHue
HanpaBneHus AndpepeHUNpOBKa oTaeneHue

AerneHuvs KJ1eToK npumopgues ot NMNAM




AYKCHHBI CTUMYJHPYIOT 3aAKJIAAKY JUCTHEB Yepe3
akTuBanuo Mmemopanubix H-AT®a3 u 3KkCnnaHCHHOB

JloxkaJibHas
WHIYKIIMS

IKCIPECCHU
rena EXPI

3akJjaaaka
JIMCTOBBIX
PUMOP-
AUEeB

ayKCUHbI

Pannue craaum pa3Butus aucrbeB Arabidopsis.

Pa3zBuTHe npuMopaus BOCbMOro jucra. Takixe

NMOKAa3aHbl CeIbMOM JIUCT U NPUWIHCTHUKH (S)
¢ NnpeabIIYyIUX JUCTbeB.

@®opmupoBaHue Vg O™ A JIas1 3aKJaKH ONSATH sKe BAsKHO pacipeneaeHne

JUCTHEB N s Bt ) : AYKCHHOB, ONpe/eJisieMoe HepaBHOMEPHbIM

‘ ' pacupenenenuem PINos..




T'oMeo3HCHBIC TeHBbI

I'oMeo3McHBIE T'eHbl — reHbl, onpeae/Isomue npouecchbl pocra u 1uddepennupoBku B opranuszme. Kogupyror
TPAHCKPHUIIUMOHHBIE (PAKTOPBI, KOHTPOJIUPYOILIKE IPOrpaMMbl (pOPMUPOBaHNS OPraHOB M TKaHeH. MyTrauuu B
TOMEO3MCHBIX F'eHaX MOT'YT BbI3BATh NIPEeBPallleHHe OJHOM TKAHM WM OPraHa B JAPYIYyIO.

Y BhICIIMX pacTeHHi HandoJ1ee XOPOLIO U3Y4YeHbI IBA TUIIOB ICeHOB-PEryJIsiTOPOB Pa3BUTHS:
romeof0okccoaepxkamux v reios ¢ MADS-0okcom

eHbI, co0ep)xawiue 20Meo0b0oKC

HNmMmeror xapakrepHyo nociaenosareabHoctb JIHK — romeodoke (oxos1o 180 nu)), kogupyrouieit roMeo10MeH—
KOHCEPBATUBHbBIN Y4AaCTOK Psiia TPAHCKPHUIIIIUOHHBIX ()AKTOPOB..

IHepBbiM KiIoHUpOBaHHBIM reHoM pactennid O0b11 KNOTTED1 (KN1) kykypy3sl. Y myranToB knl Bokpyr yxke
Au(pPepeHIMPOBAHHBIX KJIETOK JIMCTA MOABJIAIOTCH IPYNIbI JeJSIIUXCH KICTOK, PACIIOJIOKEHHbIE BI0Jb
COCYIMCTBIX 3JIEMEHTOB, KOTOpPbIe 00pa3yloT «y3JabD» (knots). Ilo3aHee 0b110 00HApPYKeHO Les10€e CeMelCTBO TeHOB,
nopo0oHbIXx KN1, HazBanHoe KNOX (KNOTTEDI1-like HOMEOBOX). Cepxakcrnpeccusi FeHOB ceMelcTBa
KNOX Tak:ke uckakaeT pa3BuTHE JHUCTA.

Cpenn KNOX-reHoB pacTeHUi - T'eHbl, peryJupylouiue 1esiTeJJbHOCTh ANKAJbHON MeprcTeMbI 00EroB 1
pa3Butuu JuctbeB: KN1 u RS1 y kykypys3sl, KNAT1, KNAT2 u STM y Arabidopsis thaliana

I'enbl KN1, STM u nx pyHKUMOHAJbHbIE AHAJIOTY 0TBEYAIOT 32 MOAAEePKAHUE JIeJIeHUSI KJIeTOK MEPHCTEM,
penpeccupys ux gajbHenmyo 1uddepeHunpoBKy.

Tenwt, cooepycawiue MADS-00Kkc

Tepmun «MADS-00kc» 00pa3oBaH HaYaJdbHBIMU OyKkBamMH 4eThIpEX reHoB: MCMI1 npoxcikeil, AG apabugoncuca,
DEF abBunoro 3esa u SRF muekonurawmux. K renam, conepxammum MADS-00Kkc, 0OTHOCATCS, B 4aCTHOCTH, AG
(AGAMOUS), DEF (DEFICIENCE), AP1 (APETALA1) u AP3 (APETALA3), TFL1 (TERMINAL FLOWER),

PI (PISTILLATA).

I'enbl 3TOr0 THIIA PEryJIUPYIOT (MJIOPUTEHE3 U ONPENe s IOT CyAb0y KIEeTOK B CeMSIIIOYKe; UX IKCIPeCcCUus
BbISIBJICHA B 3apojbliie, KOpHAX U JucThAX. K MADS-00kc-reHamM oTHOCUTCS 00JIBIIMHCTBO T'OMEO3UCHBIX T€HOB
PacTeHni, B YACTHOCTHU I'eHbl HACHTHYHOCTH OPraHOB I[BETKA.




KNOX (Knotted-like homeobox) reHbl, akTUBUPYIOLIUECS MPU PA3BUTUH JINCTA U Popma
JIUCTHEB IIPU UX SKTOMUYECKON (CMEIIEHHOW) 3KCIIPECCHU




dopmMa po3eToUHbIX SIMCTbeB Y MyTaHTOB no KNOX - reHaM

D

asl-1 as1-1 se

as2-2 se

G ‘-
¥ 2
Al N
%’ &=

355:KNAT1 * 6




J_I.]'Iﬂ Pa3sBUTHUA CJT0KHOI'O JILCTA HBOﬁXOIlI/IMO BO3HUKHOBCHHC JIOKAJIBbHbIX
MAKCUMYMOB KOHIHCHTPAIIUN aYKCUHOB B KPa€BbIX JOMCHAX

PIN

\

TPaHCMOPT ayKCMHOB =P noKanbHbIN Makcumym —P>3aknagka rnonacTu
KOHLEHTPpaLMn ayKCUHOB

PIN1::GFP DR5::GFP
R

>

aKTUBaLMA 3KCNaHCUHOB,
POCT KNeToK,
U3MeHeHue HanpaBrneHus aeneHus




[lognporpamMmbl pa3BUTUA: 3aklaka NasyLWHbIX MOYeK U BETBIEHUE

IHocJie 0Opa3oBaHus JMCcTAa (HO HUKOIA OJHOBPEMEHHO C JIMCTOBBIM
NPUMOpAMEM!) MPOUCXOANT 3aAKIAAKA NA3YIIHBIX MOYEK.

OO0b14YHO MOYKa B nasyxe 2, 3 wiim 4-ro JMcTa He pa3BUBAETCH B
noder - siBJieHHEe ANMUKAJIBHOIO IOMHMHUPOBAHUSA

IlouyeuyHblil anteke — NPOKAMOUN — MPOBOASIIMNA NY40K —

U3MEeHeHHe 0AJIaHCA TOPMOHOB B aleKce Ma3ymHOM MOYKH
(MYK, T'K, IK | ABK 1) — TOpMO03 pa3BuTHA MOYKH.

Eciu remuoBou nepuon npepsarb KC — mokoii pa3BuTus 1Mo4YKM He
HACTyIaeT

Eciau u3oaupoBarb nNouky (Haape3 WM B YCJIOBHUS iR Vitro) — NOYKAa
MoxnporpamMmel pa3BUBaeTCs B MO0eEr.

pPa3BUTHS: boJjiee mupokas nmporpaMMa pasBUTHA: €CJIM JJUCTOBOU MPUMOPIUI
° 3aK/1aJKa U U30JIMPOBATH HA PaHHEH CTaAuU PAa3BUTHS OH PAa3BUBAETCH B Mmooer,
pa3sBUTHE JIUCTA ecJid Ha 0oJiee Mo31HeH — B JIUCT.

* 3aKiIajKa MouKH Berniienne (AKTUBAIMS MA3YIIHBIX M049€K) - CHATHE AITHKAJLHOIO

* Poct Mexnoy3iaus noMuHUpoBaHuA. I[IpUUYMHBI ANMKAJIBHOIO JOMUHUPOBAHUSA :
* TopmokeHre BICOKUMH KOHUeHTpauuamMu UYK
* Tpopuueckue paxkTopsl (aTparupyrouniee JeucTBue)
e Konkypenuusi 3a utnTOKuHUH (HaHeceHne IIK Ha ma3ymHyo mouxky
AKTHUBHUPYET POCT, HO BPEMEHHO).




[lognporpamMMbl pa3BUTUA: POCT MeXA0Y31u14

dopmupoBanue Jucra — cuHTe3 'K —
TPAHCHOPT B Mexka0y3iaue — 'K aktuBupyer
POCT pacTsKeHUEM,

'K+ UYK (13 annekca modera) akTHBUPYIOT
HHTEPKAJSIPHbIE MEPUCTEMBbI CTE0JIs.

ITHJIEH onpeacjasacT YroJamcCHuEe MEK/I10Y3/1U.

IHoxnmporpammsbi
pPa3BUTHSL:
* 3AKJIAJAKA U
pa3BuUTHE JIUCTA

e JaKk/IaAKAa MOYKH

* Poct Mmexxnoy3iust



Jram 4. [lepexoa K reHEpaTUBHOM CTauu pa3BuTus. DoToneproan3m

Nupykuous
LBETEHUA

JIBOKANUA
IBEeTCHUSA

DopmupoBaHue
LBETKA.

——  Critical 24

duration

of darkness
B ——Flash of

light

Darkness

Short-day plants

Short-day (long-night) pl =
A e s Lighting treatment

Light Darkness

yibua) 3yb1u [ed3D

O e e N P

Long-day plants

Flowering response

SDP LDP
- Vegetative
Vegetative
Vegetative
Vegetative

Vegetative
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Bauanne OH- u KHO-doTonepuonos Ha paspuTHC AJHHHOANCBHOLO:
Tabaka Cuaspectpuc (/) u KopoTKoAmenHoro npoca (2) (mo: Strasburger,
1983).
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pububri

A

Pue. 9.7. Ilepemeuienue ¢iopaibuoro CTHMYJIa_ H3 JIHCTLEB Off-
#Holt pernn KIP aypumwnika B Apyryic (/—3) u u3 oguoro
nofera K Apyromy tepes NpUBHBKY (4) (Hamner, 1942)

55— KOUTPOID.

Exposed to short days
while attached to plant
ﬁ\l.um.mml in long days
j&: Floral Vegetative
shoot shoot

I'mnore3a:
VY /1 pactenuit HeT rOOEepeIMHOB, HO €CTh AHTE3UHBI.
VY K/l pactenuii — Ha000pOT.




PGFYJ'IHIII/IH NHAYKIIUHA NBCTCHUSII. «I'eHeTHUecKas MO €EJIb).

Photoperiodic Autonomous Vernalization Gibberellin
pathway pathway pathway pathway

¢ Light quality

Circadian \
dock = Gl———»C0

-~

Ambient
temperature

proteasomal
turnover

CCA1
LHY

Y
APl -—> |FY <-—— YrneBoaHbIN,
! WM Caxapo3HbIA NyTb.

(LHY \
- Q<CCA1\\ \CK2

o — Flower morphogenesis

GI - Gigantea. Konupyet 60mb1110i1 0€JT0K HEM3BECTHON (DYHKIINMH, JIOKAJIM30BAHHBIN B SJIPE.
KoHcepBaTuBeH, HaliIeH y T0OJI0- U IOKPBITOCEMEHHBIX. Y KUBOTHBIX HET.
CO - Constans. Kogupyet Tpancdakrop — «B-box - IUHKOBBIEC MANBIIB, AKTUBUPYET T€HBI ONPEACIISIONINE BpEeMsI
LBETECHHUS
FLC — Flowering locus C. Tpancdakrop ¢ MADS 6okcom. MomHsbii penipeccop nBeteHus. Perynupyercs u ABK.
FT - Flowering locus T. He6omnpmioi 6emnok 23 kDa. On MoxeT TpaHcmopTHpoBaThes 1o Groame. Diaopuren?
FD — Ttpancdakrop ¢ bZIP
SOCT1 — Supressor of overexpression of CO1. MADS-60kc conepxatuii TpanchaxTop.




Kak ¢oropenienTopsl MOTYT BIMATh Ha HHIYKITUIO IIBETCHUS
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Short day Short day

Vegetative 3 3 Flowering
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Long day ) Long day
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J/IP na nauaHOM aHe: ¢goTopeuentopsl + yachkl - Ikcnpeccus CO-
TPpaHC(PaKTOpPa B KJIETKAX-CIYTHULAX (P10IMBI JIMCTA, OH AKTUBUPYET
FT-ren, npoxykt koroporo (popuren!!) Tpancnoprupyercs no
¢aodme B anukaabHyo mepucremy. Tam FT 0esiok B3aumoneiicTByer ¢
Tpancpakropom FD (bZIP). FT/FD komiiiekec akTUBHPYeT Psi/i TeHOB
- SOC1, AP1, LFY, koTopble 3allyCKAlOT TOMEO3UCHbIE T'eHbl
(popmupoBanus guropaabHO MepUCTEMBI.

B KJIP romousor CO — Heading-datl (Hd1), padoTaetr kak HHruouTOp
uBerenusi. Ha koporkom nue HD1 He cunTe3upyercs. Ero orcyrcresue
crumyJaupyet 3kcnpeccuro Hd3a rena B kieTkax-cimyTHUIAX (TOMOJI0T
FT 6eaka JI/IP), koTopblii TPaHCAOLUPYETCS B ANMKAJIBHYIO
MEpPHUCTEMY M 3allyCKaeT LIBETeHHUe.
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Kak coBMeCcTUTH «OMOXMMHYECKYI0» U «MOJICKYJIAPHO-TEHETHYECKYI0)
MO HHIAYKIMMU UBETCHUs?

API<»LFY
“

Photoperiodic

: induction
Photoperiodic

induction

it G

Cytokinin

Molecular-genetic cascade Biochemical cascade




Yerpipe yTH peryJiupoBaHus BETCHUA. ..

Doronepuoanyeckuii nyrb. Haunnaercs B JIUCTHAX. YYACTBYIOT (PUTOXPOMBI 1 KPUIITOXPOMBI.
Paznuuno ona /I/[P u K/IP.

B J/IP na 1JJUHHOM JHe B3auMoaeicTBue GoTopeuenTtopoB ¢ HUPKATHBIMUA YaCAMU HHUIUUPYET IKCIPECCUIO
CO B kieTkax-cnyTHUIAX (pJ103MbI JHcTa. CO — TpaHCcpaKTOP (KUMHKOBBIE NAJIbLbI»), akTUuBUpYeT FT-rex,
NMPOAYKT KOTOPOro ((iopuren!!) Tpancnoprupyercs no ¢JiodmMe B aMKAJIbHYI0O MEPUCTEMY U MHUIMUPYET
uBerenue. IIpu atom FT Oestok B3aumoneiicryer ¢ Tpancdakropom FD (bZIP). FT/FD kommieke akruBupyer
pan resos - SOC1, AP1, LFY, koTtopble 3amycKa0T roMeo3ucHbIe reHbl popmupoBanus GuiopajbHOM
MepHCTEeMBbI.

B K/IP npucyrcryer romosior CO — Heading-datl (Hd1), koropslii padoTaer Kak MHHTHOUTOP LBeTeHus. B
Te4eHHe HHAYKTHUBHOIOo KopoTkoro a1t HD1 He cuHTe3upyercsi. Ero orcyrcrBue cTUMyJIMpyeT IKCIPECCHIO
Hd3a rena B kierkax-cnyraunax (romosior FT 6enxa /I/IP), koropslii TpaHcJa0uMpyeTcsi B AalIUKAJIbHYIO
MepHCTEMY U 3aIyCKaeT LBeTEHHE.

IIpy ABTOHOMHOM IIYTH ¥ BEPHAJIU3ALNH, IBETEHUE 3AIyCKACTCH B OTBET HA BHYTPEHHUH CUTHAJ — HAJIUYUU
OIpeAe/IeHHOT0 KOJINYeCTBA JINCTheB (ABTOHOMHBIH IYTh) UJIM HU3KOI TeMIeparypsbl (BepHaJdu3amus). Y
apaduaoncuca — Bce reHbl ABTOHOMHOI'O ITyTH Pa00TalT B MepUCTEMe..

IIpu aBTOHOMHOM IyTH NMPOMCXOAUT BbIKJIK4YeHHe IKkcnipeccun nuHruouropa userennsi — FLOWERING
LOCUS C (FLC), koropslii uarudoupyet 3xcnpeccuro SOC1 (MADS-060kc cogepxkanuii TpancgaxkTop), HO
BO3MOKHbI Pa3JIMYHbIE MEXaHU3MbI ( HAIPUMEP, «FNMUTeHeTHYECKUI BKJII0YATEIb)).

Y1iieBOAHBIN, WK CaXapO3HbIH NYTh. OTC/e:KUBaeT MeTadoIu4YecKuii crtaryc pacrenusi. Caxaposa
CTUMYJIMPYET LBeTeHUe apaduaoncuca 3a cuer yBeandenus skcnpeccun LFY. Mexanu3m noka He siceH.

I'n66epeninnoBelii nyrs. Heo0xoqum Ajsi paHHero 3anBeTaHUs MJIH JJISA 3alBETAHUA NIPH HEMHAYKIHOHHOM
KOPOTKOM JHe. B ru00epe/sinHOBBIi IyTh BOBJICYEHBbI B KauecTBe NPoMe:xKyTOYHbIX GAMYB TpancdakTopsl,
KoTopbIe 3anyckaloT dkcnpeccuio LFY. GA moxkeTt Tak:ke B3aumoaeincTeoBarb ¢ SOC1 He3aBUCMMBIM IyTEM.




« prrOBOe» CTpO€HMe LBETKAa

HNorann Boabgraunr I'ete — ¢poiuapHas reopust MopgoreHesa nuBerka.
Jcce «OnbIT 00bsICHEHUSA MeTaMop(o3a pacTeHU» -

«Versuch die Metamorphose der Pflanzen zu erklaren», 1790r.

I{BeTOK- BUIOU3CEHEHHBIN MO0eT.

OpraHbl IIBETKA — BUAOU3MCHCHHDbIC JIUCTDHII...

-
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Secondary

inflorescence
Primary
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Cauline leaf
Gynoecium
(2 carpels)
Anthe r

Rosette leafl
g —— Petal

Sepal ———
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T'en LEAFY (LFY) —
UHTerpaTop UHGOPMAIIUUA OT
pa3HbIX MMyTeH WHIYKIH
I[BETCHUSI.

TpancdakTop, HO TOBOJIBHO

Temneparypa cnenuduyuHbii. [Toxox Ha
Nutanue HLH (helix-turn-helix).

Grawth \ ru66epennuHb I'en UNUSUAL FLORAL
Vamaltzation y ORGANS (UFQO) — 6enox,

GA Receptor coneprkamuii F-6oxc,
Koperyastop resa LFY

Oprosnoru rena LFY

FLORICAULA (FLO) -
Antirrhinum majus

NFL — Nicotiana tabacum
ALF — Petunia hybrida

; T Shootelongation ALSIFLORA - Lycopersicon
EMF1 — | AP1 CAL FUL
. | AAQH—CLF esculentum

/ j HUA1 UNIFOLIATA (UNI) — Pisum
/

HUA2

CRC 1
s sativum

SEP1
- sEP2 SEP3

\ [ st / ELF1 — Eucalyptus globules
l"”%l NEEDLY (NLY) -

¥ &w/

Petals Stamens Carpels

Pinus radiata




denoTun myrauuu Ify y apadbugoncuca

BwMmecTto 11BeTKOB B mazyxax
JUCTHEB (DOPMUPYIOTCS
OOKOBBIE TTOOETH.

«TpaHcreHHoe» NOATBEPKIACHUE
poau LFY B popmupoBanuu
(p1opanbHOM MEPUCTEMBI: Y
pacrenui 35S::LFY ren LFY
IKcnpeccupyercs u B AM, uro

NPHBOJUT K €€ NPeBPaIleHII0 BO wild type

DM u popMUPOBAHHIO
TEPMUHAJIBHBIX I{BETKOB

355 LFY




ABC-cxeMa reHeTUMKM pa3BuTuA LBeTKa (Teopusi «BOMHbI NO3ULIMN)

a
mutant

AP3. PI

b

“aniliee
Ae :hB | ‘ B !

A A
Apl, Ap2 (4-s1 xpomMocoMa) — BMECTO YAIIECJIUCTHKOB — ::nut St
KapIejbl, BMeCTO JIeNeCTKOB — ThIYMHKH.
AP3 (3-s1 xp), Pi (5-51 Xp.) — BMeCTO JIeNEeCKOB — YalIeJUCTUKH,
BMECTO THIYMHOK — KapreJbl. Q Q
AG (4-11 Xp.) — BMeCTO THIYHMHOK — JIENIECTKH, BMECTO KapreJs —

YaIICJIUCTHKH.




apetala 1

AP1, AP2 — (byHKUMS A,
TpaHcdakTopbl, AP1 ¢ MADS-60KCOM.

AP3, PI — byHKUMs B,
TpaHcdakTopbl ¢ MADS-60kcoM

AG - dyHKkuus C,
TpaHcdakTop ¢ MADS-60kcoM

«MADS-00Kkc» - 56 aMMHOKMCJIOT,
(MCMI1 u3 Saccharomyces cerevisiae,
AGAMOUS u3 Arabidopsis thaliana,
DEFICIENS u3 Antirrhinum majus,
SRF u3 Homo sapiens)

Y pactuTesibHBIX 0€JIKOB CJIeyeT cpa3y 3a

METHOHHMHOM I0CJIe HHUIUATOPHOI'0 KOJI0HA.
Y apaoungoncuca — oosiee 80 mryk.
DaKTOPbI TPAHCKPHUIILIMH.

00pa3yoT rerepoaumep,

CBA3BIBAIIIUICH € Y4ACTKOM

CC(A/T)6GG — CArG-00okc — B mpomMoTope
TeHOB.

apetala 3 agamous — B

(2 X € )

Sepals sepals carpels carpels sepals petals petals sepals




CvnbHO ynpouleHHas cxeMa mepapxmm reHos ¢psiopanbHOro MmopcgoreHesa

anvirenmental signals

['eHbl ¢ MADS-60KCOM
Cadastrl | M306paXkeHbl B KBaApaTuKax.
B ""‘:\A‘ s = - :]‘;')l\:.:t.il:lj;;:"liw AG - AGAMOUS;
o AGL - AGAMOUS-LIKE;
(%) = AP — APETALA

: BEL1 — BELL
() Al ..,-;_ _- -—' { [ 7¥LI Meristem identity genes CAL - CAULIFLOWER’
- CO - CONSTANS;

) ELF1 - EARLY
FLOWERING1;

Intcrmediate genes LD - LUMINIDEPENDENS;
LFY - LEAFY;
_L LUG - LEUNIG;
—~ NAP - NAC-LIKE,
() [? D3 : i] AG weof | Organ wdentity genes PI = PISTILLATA,

SIN1 - SHORT
B Hr'me’t.‘(l('_.'nlh'(l'.'ll.\' INTEGUM ENTS].;

A
\\ /l // / SUP - SUPERMAN:;
v UFO - UNUSUAL FLORAL

Y ,\ — ORGANS;
O () o= [ ] IR TFL - TERMINAL FLOWER

————

’ J O .
,mmf.s stamens carpels ovules Resulring floral organs
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Posib miRNAS B pa3BuTHH pacTeHui

Pa3BUTHUC IBCTKA

miR172 (AP2 u AP2-nnono0HbI€e
TPAHCKPUNILMOHHBbIE (PAKTOPHI)

miR172, miRNA EAT (TOE)

pa3BUTHE JTUCTA
Metadbonm3M miRNA miR164 (CUC1, CUC2,)

miR162 (DCL) miR165 (PHABULOSA,
miR168 (AGO) PHAVOLUTA, REVOLUTA)

miRNA- JAW (TCP2-4, TCP10, TCP24))

Pa3BUTHE KOPHS /

miR170, miR171 (GRAS
TPAHCKPHUIILMOHHbIE
(¢akropnl)

miR164 (NAC1)




miR172 peryaupyer 3xkcnpeccuro rena AP2

-| C MyTaumnsa ap2:

b W I R | nT T II

Qs

=

A. wt B. ap2-9 C. 35S5::MIR172a-1

®enorun TpaHcreHHbIX pacreHuit 35S::MIR172a-1 noBropsier eHOTUNIMYECKOE NPOSIBJICHHE
myTauuu ap2-9



(b)

|
[
E
I
|

| 3 4 I 5
Sepals | Petals |Stamens| Carpels ! Ovules

(el Bl B B
L

o - o

__\_"__ - Ty
C mutant D mutant E mutant

Cumrent Opinon in Flant Bolbgy

JlonmojtHeHHAass MOJeJIb
Pa3BUTHA I{BETKA

SHATTERPROOF 1, 2,
SEEDSTICK

SEPALLATA 1,2,3,4




«Mopenb KBapTeTa»:
NPOAYKTbl FeHOB NOEHTUYHOCTU OpraHoB
LBEeTKa OYHKLMOHUPYIOT B BUAOE
retepoTeTpamMmepHbIX 6enKoBbIX
KomMnnekcoB (ltoHmep TatcceH, 20012)

N3BecTHO, yTO MADS-0esKkH B3aumopeicTtByoT ¢ JTHK,

oOpa3ys iuMepsl. IlockoIbKY 1JI pa3sBUTHA LBETKA

He00X0AMMBI NSATH KJaccoB reHoB (A, B, C, D u E), To naest 4 AP3/P|
TaiicceHa - MPOAYKTHI 3TUX FeHOB (PYHKUMOHUPYIOT B BHUJIE
rereporerpaMepHbIX 0€JIKOBbIX KOMILJIEKCOB..

IIpoayKThI reHOB HEO00XOAMMBI:

A+E - nus oOpa3oBaHus 4alieJuCTUKOB,

A+B+E — j1enecTKoOB,

B+C+E — TBIYMHOK,

C+E — 1010/ IJMCTUKOB

D+E — cemsinmouex.

Kaxknas mapa MADS-TpancdakTopoB CBA3bIBaECTCH €
AHK, B koTopoii ecThb nociaenoBareasHocts CC[A/T] GG
(CArG-box), mo3ToMy npeanojiaraercsi, 4To KBaprer
0esikoB cBsi3bIBaeTcs cpa3y ¢ aBymss CArG-0okcamu Ha
pa3nbix yuactkax AHK, 3acrasiss ero cBepHyTbhcs B
neryi. B 3aBUCMMOCTH 0T COCTaBa KBAPTETA BKJIKYAETCH
UM MOJABJISIETCH IKCIPECCUsI TEHOB € KAKIO0I0 U3
yuactkoB JIHK. Cuuraercs, 4To renbl kjiacca E BaxHbI
1JiA o0ecneuynBasi CBAI3bIBaHUE IBYX AMMEPOB B TeTpamMep.
IHonoOHas cucrema ceifuac oOHapyKeHa y Bcex
MOJEJIbHBIX PACTCHU.

AP3/PI




«Mopenb KBapTeTa»:
NPOAYKTbl rEHOB MOAEHTUYHOCTU OpPraHoB
LBeTKa (PYHKLUMOHUPYIOT B BUOE
retepoTeTpaMepHbIX 6eNKoBbIX
KomnnekcoB (MtoHmep TaucceH, 20012)

Ha nannbiii MmomeHT A A. thaliana
BBISIBJICHO NSATH 0€JIKOBBIX KOMILJIEKCOB,
OTBEYAIOIIUX 32 Pa3BUTHE OIPeEAeJTEHHOIO
OpraHa nBeTKa:

yameauctuku (A+E)  AP1/AP1/SEP/SEP
Jenectku (A+B+E) AP1/AP3/PI/SEP
ThIYMHKH (B+C+E) PI/AP3/AG/SEP
mwiopoaucTuku (C+E) AG/AG/SEP/SEP
cemsanouku (C+D+E) AG/SHP/STK/SEP

e

it ’kss ,_

AG AP3~

PkSEa QEPQAG
““r | 4¢ @

)




MyTaHTbl NO CTPYKTYpe LBETKA CXOAHbI Y Pa3HbIX paCTeHUM

|.'\| Wild l'.En‘

(F) SQusosY (H) Deficiens

AH2irminim

majns




NMpepnonaraemMman cxema 3sosiroyun ABC-cucremMbl Yy pacTeHuM
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NeTepMuHaUus nonay pacTeHUN

OnpepgeneHve (oetepmMmHauma) nona y pacteHmn - popmmnpoBaHmne
NPU3HaKOB Mnosa Yy KNeTok, opraHoB UM ocoben nog BO3OENCTBUEM, KakK
reHeTNUYEeCKUX PakTopoB (2eHemuYyecKkoe orpederieHue rosia), Tak U yCnoBun
BHELLHEN U BHYTPEHHeN cpeabl (cheHomuriudeckoe ornpeodesieHue rorsa).

[To HaNMMUUIO N CTENEHU Pa3BUTUA FrEHEPATMBHbLIX OPraHOB LBETKM OENSAT Ha
oboenonkle (repmMadpoanTHbIE) N ogHONONbIE (pa3aensHONoskLIE).
[MocnegHme BbiBalOT NECTUYHBIMU ((KEHCKUMU) UIN ThIYMHOYHbLIMU
(My>XCKknmin). Ha ogHOM pacTeHMN MOTYT HaxXoaUTbLCA LBETKN pa3HbIX TUMOB.
OQHOAOMHbIE pacTeHMA - UBETKU DOPMUPYOTCA HA OOHUX N TEX XKe
opraHu3max,

[ByOOMHbIE pacTeHus (XMenb, KOHOMMS, TONOMb) UMEIKT Ha OOHUX
aK3emnnsipax NeCTUYHbIE LUBETKU, a Ha APYrMX — TblYUHOYHbIE

PacTteHus ¢ repmadopoanTHbIMU LBETKaMu coctaBnstoT 6onee 70% B1OoB.,
TONbKO 4—5% BUAOB pacTeHNN ABYOOMHbI.




AJIJIOCOMBI WJIM S€X-XPOMOCOMBI - XpPOMOCOMBbI
OTJIMYAKIIHECS 110 MOP(OJIOTUH U KOJUYECTBY B MYKCKOM -
U JKEHCKOU 0CO0M M colepKaliue reHbl, 0TBeTCTBEHHbIEC 32

ompeaeieHue moJia
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XpoMOCOMHOE onpefesieH1e noJia y pacTeHui

BoJILIIMHCTBO BUI0B PACTEHUM, Y KOTOPBIX ONpeae/eHue moJjia
onpeaeasieTcss XxpoMoCOMaMu, MOT'YT ObITH C)OPMUPOBAHBI B /IBE
KATEerOpuu

T'omomopdubie:  a) XX KeHcKast 0co0b , XY - My>KCKasi 0COOb
b) XY xeHckas 0co0b, XX My»KCKasi 0COOb

I'erepomopdubie: a) XX xkeHCKast 0co0b, XY MyKCKasi 0COOb
b) XX »xeHckast 0co0b XY Y, My*)cKast 0CO0b
c) X, X, X, X, xenckas 0coob, X XYY, MyKcKasl.




DaKTophl, oneaeasaime GeHOTUIIHYECKOE ONpeaeIeHre 1M0J1a
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