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YHUMKanbHbIM CBOMCTBOM PacTEHUI ABNAETCA HaNn4yne, Kpome reHoma
AApa, ABYX BHeAAEPHbIX FeHOMOB B X/10poriactax  MUTOXOHAPUAX.
[eHoM xfTopoONNacToB OTHOCUTENBbHO HeBenuk — 100-120 reHos,
KOTOpble KOAMPYIT MeHee 5 % Bcex HeobxoanMbIX AnsA GYHKLMOHM-
poBaHuA NnacTug 6enKoB. JKCNpeccms reHoMa NNacTug coxpaHaeT
YyepTbl MPOKAPMOT: KOTPAHCKPUMLMIO FeHOB B COCTaBe OMNepoHa,
cxofHble ¢ bakTepramu PHK-nonvmepasbl 1 NpoMOTOpPbI, TPUCYTCTBUE
70S pnbocom, ofHaKo NOABMATCA N HOBble CBOMCTBA: TPAHCKPUNLUA,
He conpsKeHHas C TpaHcnAumen, paronogobHble PHK-nonvmepassl,
PHK 3auTvHr n cnnancmHr TpaHckpunToB. BsaumopencTteue agpa
(reHoma sgpa) v uMTONNIa3mbl (reHoma nNnacTug, MUTOXOHAPWIA)

B MpoLiecce pa3BUTKA PacTUTENbHOIO opraH13ma abconioTHO
HeobXOAMMO AN NMOMHOLEHHOTO Pa3BUTUA pacTeHKs, afjanTauum
(nnacTnuyHocTM) K hakTopam oKpy»Katowen cpenbl. B o63ope
06006LLeHbl COBPEMeHHble NpeAcTaBNeHNA 06 0CO6EHHOCTAX
JKCnpeccny reHoMa nnacTug B kKnetke. locnefoBaTtenibHO NOKas3aHo,
YTO MPOMCXOAMUT NP peann3aunm reHeTnyeckom nHdopmauy reHoma
naacTug B xaoponnactax (TPaHCKPUNLWKW, SAUTUHTE, CNANCUHTe,
NONAVAAEHUINPOBAHUN, TPAHCIALMM) U KaK OTCYTCTBUE KaKUX-TMOo
KOMMOHEHTOB OTParkaeTcA Ha GYHKLMOHNPOBAHNM PacTUTENbHON
KNeTKW 1 pacTteHuns B LenoM. OnmncaHbl COBPeMeHHble Noaxoabl

K M3y4eHuIo Nyna TPaHCKPUNTOB, BbIAB/IEHbI KPUTUYECKIME TOUKMN
ALePHO-LMTOMNIAa3MaTUYECKOro B3aMMogencTBNA NpU peannsaumm
bYHKLUM XNOPONIacToB B OHTOreHe3e, BO3AenNcTBum Gpaktopos
oKpy»KatoLen cpefbl 1 ap. MNoapobHo npeacTaBneHa nHoopmaumsa

0 BaxHeNWux pakTopax AfepHO-LMTOMNNAa3MaTUUECKOrO CUFHaANMHTa
Yy BbICLUMX pacTeHni — curma-daktopax u PPR-6enkax, Kogupyembix
Anpom. Takum o6pa3om, nokasaHbl MHOrOYpPOBHEBOCTb U Liefieco-
06pa3HOCTb perynsauuy NPoLECCOB SKCNPECCUn reHoMa NnacTug

B PaCcTUTENbHOW KNeTKe 1 B3anMO3aBMCUMOCTb NPONCXOAALLNX

B pPa3HbIX KOMMapTMeHTax KNneTku npoueccos. CocTaBeHa Takxke
CBOJKa NocneAHnx paboT No U3yyeHunto SKCNpeccum reHoma

NAacTUg, C MOMOLLbIO FEHETUYECKMX YMMOB (MUKPO- U MaKpo3ppen).
MprBoAATCA pe3ynbTaTbl COOCTBEHHbIX NCCIEAOBAHMIN.

KntoueBble cfioBa: Xn1oponnacT; NAacTuabl; SKCnpeccus;
TpaHckpunuwmsa; PHK-nonumepasbl; SAUTYHT; CNTaNCKHE; TPaHCNALMS;
MUKPO3ppE; MaKpo3ppei.
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Expression of the chloroplast
genome: modern concepts
and experimental approaches

M.G. Siniauskaya, N.G. Danilenko, N.V. Lukhanina,
A.M. Shymbkevich, O.G. Davydenko

Institute of Genetics and Cytology NAS Belarus, Minsk, Belarus

A unique feature of plants is the presence of two extra-
nuclear genomes, chloroplasts and mitochondria.
The chloroplast genome is relatively small, 100-120
genes, which encode less than 5 % of all proteins
required for plastids to function. The cpDNA expres-
sion retains prokaryotic features, cotranscription

in the operon, bacteria-like RNA polymerases and
promoters, 70S ribosomes etc., also new characters
appear such as uncoupling of transcription

with translation, phage-type RNA polymerases,

RNA editing, and splicing of primary transcripts.

The interaction of the nucleus (nuclear genomes)

and cytoplasm (plastid and mitochondrial genes)
during plant development is necessary for proper
development and adaptation to the environment.
The aim of this review is to disclose the peculiarities
of plastid genome expression. The way the genetic
information in chloroplasts is used (transcription,
editing, splicing, polyadenylation and translation) is
consequently described. Furthermore, the importance
of all expression machinery components in plant life is
discussed. Modern approaches for RNA pool study are
described and critical points of nuclear-cytoplasmic
interaction in the functions of chloroplasts are
revealed. The information about the most important
factors of nuclear-cytoplasmic signaling in higher
plants (sigma factors and PPR proteins encoded

by the nucleus) are reviewed. Thus, the multilevelness
and viability of plastid genome expression regulation
in plant cells and interdependence of the processes

in different compartments is proved. A summary

of the latest studies of the expression of the plastid
genome using genetic chips (microarrays, macro-
arrays) is provided. Original results are presented.

Key words: chloroplast; plastids; expression;
transcription; RNA polymerases; editing; splicing;
translation; microarray; macroarray.



PHCYTCTBHE IUIACTU/I B KJIETKE — OJJHO M3 YHUKAJIBHBIX
CBOHCTB pacteHnii. Kpome BrImonmHEeHHUS (QyHKINN
(hoTocuHTE3a, MIACTH/IBI YYACTBYIOT B psijie JPYTUX

JKU3HEHHO B@KHBIX KJIETOYHBIX IPOLIECCOB: CHHTE3€ Kpax-

MaJa, KUPHBIX KHCIIOT, TUTMEHTOB M aMHHOKHUCIOT (Wicke

et al., 2011). 'eHOM XJIOPOILIACTOB pacTEHHUH MPEICTABISIET

coboii aByxienoueunyto JJHK, cpennuit pasmep kotopoit —

130-180 T.11. H., a KOHMIHOCTH BapbUpYeT B ipeaenax 8—1 000

KoM Ha mactuay, A0 50 miacTua Ha KIETKy. Y suMeHs

T€HOM XJIOPOIUIacToB — 136 462 1. H., mieHuIs! — 134 545 m. 1.

B nactosmee Bpems B GenBank (http://www.ncbi.nlm.nih.

gov/genomes/GenomesGroup.cgi?taxid=2759&opt=plastid)

umeetcs 6onee 900 nepBUYHBIX HYKJICOTHIHBIX ITOCIIEI0BA-

TEIBHOCTEN TJIACTOMOB DYKApHOT, U3 HUX okojo 700 — ms

rpymmsl Viridiplantae, kK KOTOpol OTHOCSATCS M BBICIINE Ha-

3eMHBIE PACTEHUS. BONBIIMHCTBO MJIACTOMOB CEKBEHUPOBAHO
mocye 2006 T., Koraa MOSBIIINCH METO/IBI ITMPOKOMACIIITaOHO-

TO CEKBEHHPOBAHNUS ¥ CTOMMOCTB aHaJIN3a (CHKBEHCA) 3HAYH-

TeJIbHO CHU3MIACh. [InactoM GorocnHTeTHYECKUX pacTeHUI

comepxut oT 70 (MOKPHITOCEMEHHBIE) 10 88 (MXH) TE€HOB,

KOAMPYIOMIHNX OeNKH, U 33 (OONBIIIMHCTBO IBYIONBHBIX) — 34

(omHOmoNBHEIE) — 35 (MxH) reHOB cTpyKTypHbIX PHK, B ietom

s10 100-120 renoB (Wakasugi et al., 1994; Ohyama, 1996;

Bock, 2007). B tabux. 1 na npumepe mmennnst (Ogihara et al.,

2000) npencTaBiIeH THITMYHBII HAOOP T€HOB XJIOPOIIACTHOM

JIHK BbICIIMX pacTE€HUH, YUCIIO KOTOPBIX B PA3JIUYHbIX TaK-

COHAaX BBICIINX PaCTEHUIl IPUMEPHO OTMHAKOBO.

[Ipenmnonaraercst, 4ro uis (GYHKIHMOHUPOBAHUS IJIACTH]
BBICIINX pacTeHHui Tpedyercs 6omee 2100 Gemkos (Leister,
2003), Tonpko MeHee 5 % KoaupyeTcs MX COOCTBEHHBIM
remomoM (Shiina et al., 2005). buorene3 u nuddepeniua-
IUST TUTACTHI — PE3YIbTaT KOOPIUHUPOBAHHON KCIIPECCUU
SIICPHBIX U IUTaCTHIHBIX TeHOoB (Gray et al., 2003). Perymsmus
9KCIIPECCUH T'€HOMa IUIACTU]] MOXKET OCYIIECTBISATHCS Ha
ypoBHe JIHK 3a cuer usmeHeHus! KONUHHOCTH IUIAaCTOMa Ha
OpraHeIuty, HO B OOJIbIIEH CTENEHH OHA MOIYINPYETCS 32 CUET
Pa3IUYHBIX MPOIECCOB, MPOUCXOASIINX BO BpeMs U MOCIHE
TPaHCKPHIIINH, BO BPEMs TPAHCIISIINH U TIOCTTPAHCIIAILIMOHHO
(Zhelyazkova, 2012).

X7oportacTel B KJIETKE MOSIBUJINCH B pPe3ysbTaTe IHJ0-
CUMOM03a MPUMHUTHBHBIX 3yKaPUOTHIECKUX OJHOKJICTOYHBIX
OpPTraHu3MOB C (POTOCHHTE3UPYIOMNMH Tpokapuoramu (/la-
HuieHko, aBeinenko 2003), mo3ToMy HEyAUBUTEIbHO, YTO
9KCIIPECCHsI TEHOMA TUIACTU COXPAHSIET YEePThl MPOKAPHOT:
OPTaHM3ALUIO B ONIEPOH (KOTPAHCKPHITIIHIO TeHOB), CXOTHBIE
¢ 6axrepusimu PHK-nomimMepass! u mpoMOTOpEI, CTPYKTYPY
MPHK, npucyrctue 70S pudocom u np. Ho y HUX mosBis-
IOTCSI 1 HOBBIE CBOWCTBA: HECONPSKEHHBIC TPAHCKPUTIIINS U
Tpancisinus, paronogodusie PHK-nomumepassl, nu3MeHeHMe
MEPBUYHBIX TPAHCKPUIITOB B PE3YJIbTATE SAUTHHTA U CIIIAM-
cunra (Barkan, 2011; Cardi et al., 2012).

Tpanckpunus reHoMa IUIACTH] — CIIOXKHBIA Ipoliece,
Ba)KHBII JJI51 OHTOT€HETUYECKOM M aJalTHBHON PETYIALNN UX
paboThl. B TpaHCKpUNIIIMOHHON peryssinny I1acTua 3aaeiic-
TBOBaH psif Mosiekys: PHK-monumepasel, curma-gaxropsl,
TPAHCKPUIIINOHHBIE PETYIATOPBI, OEIKH MIACTHIHOTO HYK-
Jleon/1a ¥ pa3IniHble CUTHAJIbHBIE MOJeKysl (Shiina et al.,
2005). TpaHCKpUMIIHS TIIACTHAHOTO TeHOMA B 3HAUNTEIHHON
CTETICHU 3aBHCHUT OT SKCIIPECCUH T'EHOMa Spa.
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CMNCOK COKPALLEHUIA

xnAHK - xnoponnactHaa JHK
PEP - PHK-monumepasa, Kogupyemasa reHoMom

XN10pONNacTos
NEP - PHK-nonumepasa, kognpyemas reHoMom
agpa

OC1 - poTocucrema 1

OC2 - poTocucTema 2

dRNA-seq - anddepeHumanbHoe PHK cekBeHu-
poBaHue

o-dpakTop - curma-dakTop

SIG1-SIG6 — curma-pakTopbl apabrgoncrca
cpCK2 - xnoponnacTHas Ka3eunH KnHasa 2

UTR (untranslated regions) — HeTpaHcnvpyemas
06nacTb TPaHCKpuWnTa

HKPHK - Hekopnpytowasa PHK

PNPase (polynucleotide phosphorylase) - nonu-
Hykneotug docdopurnasa

RNase — puboHykneasa

IR — NHBEpPTUPOBAHHDI NOBTOP

PPR-6enkn (pentatricopeptide repeat proteins)
— 6enKu C NeHTaTPUKONENTUAHbIMM NOBTOPaMU
MORF (multiple sites organellar RNA editing
factors) — 6enok-pakTop 34UTHHra, HEOBXOAUMBIIA
ANA pefakTUPOBaHNA MHOTUX CaliTOB

CRM 6enok (Chloroplast RNA splicing and
ribosome maturation) — 6enok PHK cnnaicutra
XJTOPONIacToOB U CO3peBaHnA prbocom

SD - nocnepoBatenbHocTb WarH - JanbrapHo
qRT-PCR - MNLP B pexnme peanbHOro BpeMeHu
RT-PCR - nonvnmepasHas LenHas peakuma nocne
06paTHON TPaHCKpUNLUN

TpaHcKkpuInLKs IT'€HOB IUIACTU] BBICUIMX PACTEHUU OCYy-
IIECTBISIETCS. IBYMsI PA3HBIMU THIIAMHU TOJIMMEpa3: KOJIH-
pyemoit mactugamu PHK-nonnmepasoit 0akrepuaibHOro
tuna (PEP) u xomupyemoii simpom darononoduoit PHK-mo-
mumepasoit (NEP), koTopsie pacmio3HaroT pa3HbIe THITHI TIPO-
MOTOPOB M OTJIMYAIOTCSl TPAHCKPHITIIMOHHONW aKTHBHOCTHIO
B pa3HbIX Tunax miactun (Borner et al., 2015). Bonee 60 %
IUIACTHIHBIX TEHOB CIUTHIBAIOTCS B BUIE MYJIBTHIICTPOHHBIX
(TTOTMIMCTPOHHBIX) IOCTATOYHO CTAOMIIBHBIX KOMILIEKCOB.
VY pa3HbIX BUAOB PACTCHUHU IIJIACTHUJHBIE OIIEPOHBI KOHCEP-
BatuBHHI (Kapoor, Sugira, 1998). BcTpedatorcst MoHO-, M- 1
TOJIMIUCTPOHHBIC KOMIUICKCHI.

Tak, u3 113 reHoB XJIOpPOMJIACTHOTO reHOMa SUMEHs 86
BXOJAT B cocTaB 20 onepoHOB (cM. Tabi. 2), a 27 TeHOB TpaHC-
KpHOHMPYIOTCS MOHOIIMCTPOHHO (Zhelyazkova et al., 2012).

['enbl, KoaMpyOLIKE CyObEIMHUIIBI OTHOTO KOMILIEKCA U
6emKku ¢ 00MNMHU (QYHKIIUSIMH, B PSAIC CIyIaeB CAUTHIBAIOTCS
B COCTaBE OJJHOTO OIIEPOHA, YTO ONPEEIACT X CKOOPIHHUPO-
BaHHYIO pa0OTy M CTEXMOMETPUUECKYO aKKyMyJisiuto. Takast
OpraHmu3aIys croco0CcTByeT M depeHnanbHON SKCIPECCHI
TEHOB TPAHCKPUIIIIMOHHOTO/TPAHCIIAIIOHHOTO amIapara oT-
HOCHTEJILHO I'€HOB, KOJMPYIOIIUX ()OTOCHHTETHUECKHE OSIIKH
(Baumgartner et al., 1993).
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Ta6nuua 1. CocTaB xJIOpOMIacTHOro reHoma niweHuubl (no: Ogihara et al., 2000; 2002)

KoHeuHbIin 0O603HaueHne reHoB
NpoayKT
PHK 23S rDNA, 165 rDNA, 55 rDNA, 4.55 rDNA

trn A, trnG, trnD, trnE, trnF, trnG, trnH, trnl, trnK, trnL,
trnM (trnfM), trnN, trnP, trnQ, trnR, trnS, trnT, trV, trW,

trnY
Benkun potocnH-  PsdA, -B, -C, -, -J
5l
annapara PbABCDEFHASKAMNT .

PubocomanbHble  rpl 2, rpl14, rpl16, rpl20, rpl22, rpl23, rpl32, rpi33, rpl36

BONKI e
rps 2, rps3, rps4, rps7, rps8, rps11, rps12, rpsi4, rpsi5,
rps16, rps18, rps19

benku TpaHc- rpoA, rpoB, rpoC1, rpoC2

KDUMMUMOHHOEQ/ ™" s oo

TPaHCAALNOHHO- infA

ro annapaTtos

ndhA, ndhB, ndhC, ndhD, ndhE, ndhF, ndhG, ndhH, ndhl,

Mpoune 6enkn
ndhJ, ndhK

BonpmmacTBO TeHoB xnoporutactaoi JIHK (xn/IHK) mo-
I'YT TpaHCKpHOMpOBaThCs 00onMH THIIaMHK osumepas, NEP
u PEP, HO ¢ pazmmunabix nmpomotopos (Hajdukiewicz et al.,
1997; Liere, Borner, 2007; Barkan, 2011). Ha Tabake MeToomMm
MaKpO3ppeii M0Ka3aHo, YTO B MyTAHTHOM PACTCHHH C JIe(HEKT-
Hoit nommmepasoii ractun (PEP) saeprast PHK-nommmepasa
(NEP) TpanCcKpuOHpYyeT BeCh IIIACTUIHBIN TEHOM, HO I10 Xa-
PaKTEpPHOMY, OTIIMYHOMY OT HOPMAJILHOTO, PO HIT0. B aTOM
K€ UCCIIeIOBAaHNN 0OHAPY)KEHO HE TOIBKO KOJTMYECTBEHHOE,
HO ¥ KQYCCTBCHHOE OTIMYME TPAHCKPHUIITOB HOPMAIBHBIX U
PEP-nedexrHbix pactennii (Legen et al., 2002). [To-Buanmo-
MYy, THII IIOJTUMEPa3bl, CHHTE3UPYIOMIeH TPAHCKPHIIT, BO MHO-
TOM OIIPEJEIISCT ero MaIbHEHIIyro cyap0y: OyaeT U ¢ Hero
CUUTBIBAThCSl HOPMaJIbHBIN 0esiok? Hanmuue ToJIbKO 01HOTO
Kakoro-m6o tuna nommmepassl, NEP i PEP, HegocTaTtouno
Ut OroreHe3a (POTOCHHTETHICCKH KOMITETCHTHBIX XJIOPOTI-
JIACTOB, TaK KaK HEKOTOPBIC TeHBI XJIOPOILIACTOB HYXKAKOTCS
B TPAHCKPHITIIIHA KOHKPETHOM MOIMMepa30ii It COOTBETCTRY-
FOLLET0 YPOBHS 3KCIIPECCHUH, OJTHAKO ITOTeps akTuBHOCTH PEP
MeHee TpaBMaruyHa st pactenus (Allison et al., 1996; Hess,
Borner, 1999; Swiatecka-Hagenbruch et al., 2008).

NEP moxeTt ObITh TipecTaBieHa neyMs Tamnamu PHK mo-
numepas: RpoTp (dyHkimonupyer B miactuaax) 1 RpoTmp
(y mBynonbHBIX (DYHKIIMOHHPYET W B MHUTOXOHAPHUAX, U B
wractuaax). [lokazana pyHKIroHaIpHAS 3HAYMMOCTE RpoTp

NHbopmauua o kogmpyemom npoaykte

OTKprTbIe PaMKn CYHNTbIBaHUA, KOHCepPBaTUBHbIE Cpean
naactToMoB 3J1akoB

Kak Ha paHHEH, TaKk W Ha MO3JHEH CTaJusIX BETeTaTHBHOTO
pasBuTHus pactenuil (apadbumorncuc). RpoTmp ocobenno
Ba)KHa Ha paHHEH craguu (apaOHIOIICUC), HA KOTOPOH OHA
BBITIOHSACT CIIeU(UIECKYI0 (DYHKIIUIO TPAHCKPUIIIMU ITN
onepona (Courtois et al., 2007).

CoBpeMeHHOE Pa3BUTHE MOJIEKYISIPHONH OMOJOTHH T03-
BOJISIET OJHOBPEMEHHO M3y4aTh 0COOCHHOCTH HAKOTLICHUS
TPaHCKPUIITOB 60J'II)HJOI‘O Yucijia 'CHOB B Pa3JIMYHbIX o0BeKTax
C TIOMOIIIBI0 MHKPO3ppeit (Makpoappeit). imeeTcs psix nccie-
JIOBAaHWUH 110 TCHOMUKE OPTraHeIul, IPOBOANMBIX C TIOMOIIBIO
MHKpO3ppeii (MaKpoIppei) MOIX010B, TIO3BOJISIONIHUX ITyOKe
W3yYUTHh 0COOEHHOCTH pabOThI HKCIPECCHOHHOTO armapara
KJIETKU PACTEHUH.

KommiekcHoe uccieaoBaHWe TPAHCKPUIITOMA Iiac-
THJ TOMaTOB BO BpPEeMs Pa3BHTHUS U CO3PEBaHUS IUIOJOB
IIPH KOHBEPCHH XJIOPOIIIACT —XPOMOIUIACT TTOKA3aj0, 4TO
OOJIBIIMHCTBO TIACTHIHBIX T€HOB MHI'MOMPOBAHO B OOJIBIIEH
CTEIICHH B IUIOAAX, YeM B JINCThAX. JuddepeHnunanys Xmopo-
IUIACT —XPOMOIUTACT (B IUIOJIaX TOMATOB) HE BHOCUT 3HAYH-
TEJIbHBIX U3MEHEHUU B YPOBE€Hb HAKOIIJICHUSA IIACTUAHBIX
TPaHCKPUNTOB. TPaHCKPUIIIMOHHOE M TPAHCISLHUOHHOE
MHruOMpoBaHue (HeraTuBHasi peryisiius) Oblu Oosiee BbI-
PaXE€Hbl 1Jjid IrCHOB, UMEIOIIUX OTHOLICHUEC K q)OTOCI/IHTeSy,
[0 CPAaBHEHHUIO C I'€HAMHM, BOBJIEUYEHHBIMH B DKCIIPECCHIO.
accD — eTMHCTBEHHBIH TUIACTUAHBIA TeH (BXOOUT B LIUKI

HeXpOMOCOMHaﬂ HacneaACTBEHHOCTb
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JKCMpeccus XAopomnIacTHOrO reHOMa: COBPEMEHHbIE
npeacTaBeHns 1 SKCepUMeHTanbHbIe NyTU U3yYeHus

Ta6bnuua 2. Bo3mMo>KHble MOHO- 11 MOJIMLUCTPOHHbIE
TPAHCKPUMNLUMOHHbIE KOMIMJIEKChI (ONepoHbl) MAACTUAHbBIX FeHOB
Ha npumMepe suMeHs (Mo aaHHbIM Zhelyazkova et al., 2012)

TpaHCKpI/II'ILlI/IOHHbIe KoMnJieKcbl

MoHoumnctpoHHble  ndhF, psbA, psbM, rbcL, rpl23, rps16, psal,
psbN, petN, trnG-GGC, trnT-GGU, trnD-GUC,
trnS-GGA, trnL-UAA, trnF-GAA, trnM-CAU,
trnH-GUG, trnV-GAC, ccsA, trnN-GUU,
trnL-CAA, trnP-UGG, trnW-CCA, trnC-GCA,
trnS-UGA, trnS-GCU, trnQ-UGG

OnuncTpoHHbie COCTOUT U3 reHOB C aHaNOrMYHbIMUN
N NONVLMUCTPOHHbIE UM CBA3AHHBIMU GYHKLMAMM

CoCTOUT 13 FeHOB C reTePOsIOrMUYHbIMU
dyHKLMAMN

trnl-CAU-rpl23-rpl2-rps19-rpl22-rps3-rpl16-
rpl14-rps8-infA-rpl36-rps11-rpoA

rrn16-trnl-GAU-trnA-UGC-rrn23-rrn4.5-rrn5-
trnR-ACG-rps15-ndhH

MopuepKkHyTbI (Hanpumep, psbK) reHbl, C KOTOPbIX MOXET MHULUMPOBATHCA
TPaHCKPUMNUUA B COCTaBE OMepoHa.

OMOCHHTE3a XHUPHBIX KHCJIOT), KOTOPbIH aKTHBHO JKCIIpec-
cuposaics. Ilo-BuauMoMy, IMEHHO UIsl €ro paboThl B Xpo-
MOIIIACTax MOAAEPKHUBAIACH IKCIIPECCUOHHAs aKTUBHOCTh
(Kahlau, Bock, 2008).

IIpu cpaBHeHun y kaprodenss ypoBHS HAKOMICHHS
TPAHCKPUNITOB B KITyOHSIX M JIMCTBSAX MOJIyYEHBI aHAJIOTHY-
HbIC PE3YJIbTAThI: 60]1])HJI/IHCTBO I'CHOB I/IHFI/I6l/IpOBaJ'lOC]: B
aMUJIOIUTacTaX KIyOHEH 1Mo CpaBHEHMIO C JHUCThAMHU. Jls
TPAHCKPUOMPYEMBIX B XJIOPOILIACTAX M AMHJIOIIACTaX TEHOB
WIeHTU (UL POBATIHCH 00IINe (MACHTHYHbIC) CAThl MHULIU-
aluy TPAHCKPUIIIUH, OJHAKO OTMEUEHO IMOSBJICHUE HOBBIX,
YHUKAJIbHBIX JUIS JINCTHEB WM KIyOHEH. Takxke Mexmy
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JIByMsI TUIIAMU OpTaHesul HaOJIIoNaJIMCh OTJMYHS B UCIIOJb-
30BaHUH TPOMOTOPOB. B 11e5om acconuanust TpaHCKPHUIITOB
¢ pubocomMamu B aMuIIOIIacTax OblIa HHU3Kas, OTHAKO JIS
TPaHCKpUINTa reHa accD Halloanach 10CTaTOYHO BBICOKAs
accoruanusi ¢ pubocomamu. Pe3ynbrarsl AByX BBIIIEOIH-
CaHHBIX MCCIIECIOBAHUN CBUACTEILCTBYIOT O CYIIECTBOBAHUH
OOIIMX PETYISTOPHBIX MEXaHU3MOB KCIIPECCUN OpraHesll B
aMUIIOTIIIacTax KiIyOHeH m xpomorutactax mionos (Valkov
et al., 2009).

YpoBeHb TPAHCKPHUIITOB T€HOB, KOAMUPYIOIIUX CyObean-
HUIBI HOTOCHHTETHUECKNX OENKOB y pacTeHuit Nicotiana
tabacum, pacTyIINX Ha CBETY, ObUI 3HAYUTEIILHO BBIIIE, YEM
B TeMHOTE. OK010 60 % 30H10B K (HOTOCHHTETHUYCCKHU 3HAYH-
MBIM F€HaM [TOKa3aJIy 110 KpaliHel Mepe ABOMHOE yBETMYEHUE
KOJMYECTBA TPAHCKPHIITOB B PACTYIIMX Ha CBETY TKAaHAX
(Nakamura et al., 2003 a).

[Ipn u3ydenun ypoBHS «steady-state» TPaHCKPUIITOB Y
IMIICHHUIBI TOKAa3aHO, YTO HA Ha4YallbHON CTaIWW Pa3BUTHUS
(3amMaumBaHue/IIpopacTaHle) YPOBEHb TPAHCKPHUIITOB IE€HOB
thorocuctemsr 1 (PC1) ObIT 3HAYIUTENHFHO HIDKE, YEM TAKOBOH
torocuctemsr 2 (OC2) (Siniauskaya et al., 2008). Dto BroHE
o0bsicHsIeTCst U Onostornuecku, tak kak @C2 pa3BuBaercs 1
HauyMHAET (QYHKIIMOHUPOBATH panbiie, yeM OCI .

CormocraBiieHHE TUIACTHIHOTO TPAHCKPHUIITOMA JINCTHEB U
JKEHCKHUX I[BETKOB Y OT'ypIia BBIIBHJIO 3HAUUTEIBHOE yBETIHYE-
HHE KOIMYECTBA TPAHCKPHUITOB 13 reHOB prOOCOMHBIX OSITKOB
u rpoA, clpP, ycfl, ycf2, ycf15 B 1BEeTKax MpH CUIIBHOM peTl-
peccupoBaHuy (HOTOCHHTETUYCCKHUX TeHOB. Hanbonee sipkuit
MPUMEpP — 3HAUYUTEIBHO CHIKEHHBIC YPOBHH TPAHCKPUIITOB
8 renoB psb (PC2). Y ndhH, eqMHCTBEHHOTO 3HAYMMOTO
Juist pOTOCHHTE3a TeHa, YPOBEHb AKCIIPECCHH ObLI MOBBILIEH
(Zmienko et al., 2011).

[Ipyn u3ydeHuu myna TPAaHCKPHUIITOB B KOHYHMKAX JIMCTA
(amukasnbHas 4acTh) Uy ocHOBaHUs (0a3ajbHas 4acTb) y
KyKypy3bl okazano, uto PHK ¢dotocuaTeTHUECKN BaYKHBIX
TEHOB 3aHMMAIOT OOJIBIIYIO JIONIO B KOHYHKE JINCTA, TOT/IA KaK
B OCHOBaHMU NPE00JIaaloT TPAHCKPUIITHI T€HOB SHEPIeTH-
geckoro oomena (Cahoon et al., 2008).

HanbHeilunii nporpecc B U3y4YEHUU TPAHCKPUIITOMA
BBICHINX PACTEHUH (SYMEHb) JOCTUTHYT Oiarojapsi uccie-
nmosanuio Zhelyazkova ¢ kommeramu (2012). C ucmons3oBa-
HueM Mmerona muddepennuansaoro PHK cexBennpoBanus
(dRNA-seq) npu cpaBHenun nByx kJIHK 6ubamnorex, nomy-
YEHHBIX 13 HOPMAJIbHBIX 3€JICHBIX IUTACTU STIMEHS 1 O€JIbIX
IUIACTU MyTaHTa sTAMeHs albostrians, n3y4eHbl IEpBUYHbBIC
TPAHCKPUINTHI TUIACTUA. B 9KCIiepuMeHT crieruanbHo Oblia
BkmoueHa PHK mmactoma Genbix aucTheB (MyTaHT SUMEHS
albostrians), 4yToOb! BeIIBUTH pazaenceHue (Gynkuuii NEP u
PEP B mnactuaax. BeIsICHUIOCEH, 4TO TOJILKO 11 T€HOB I1acTHI
ssamenst, trnlL-UAA, trnM-CAU, trnN-GUU, trnT, trnS-UGA,
trnQ-UGG, psbE-F-L-J, petN, TpaHCKpUOUPYIOTCS HCKITFOUH-
tenbHO PEP. Ilokazano, uro PEP saBnsgercs nomunupyromei
MOIMMEPa30H IIACTU/L 3PEJIbIX JINCThEB sTuMeHst 1 88 % TSS
(caiiToB Havana TPAHCKPHUIILINK) 3EJICHBIX JHCTHEB SIMEHS
npuxozsitest Ha PEP. Pesynsrare dRNA-seq nokasainu, 4to
B xii/IHK HamHOTO 60MBIIIE TPOMOTOPOB, YEM T€HOB, TO3TO-
My HaJIM4Me IPOMOTOPOB K 00EHM ITOJIMMEpaszaM SIBIISIETCS
XapakTEepHOU YepToi reHoB miactu. Bo3MoxHO, 3T0 umMeeT
ajanTuBHYO (yHKIH0. Taknum 00pa3oMm, B paCTUTEIBHBIX
IUIACTUAAX MHOKECTBEHHBIE TIPOMOTOPHI 3AITyCKAIOT TPaHC-
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KPpUIIIUIO THAWBUAYAJIbHBIX T€HOB U OTIEPOHOB, B PE3YJILTATE
TEHEPUPYIOTCSI pa3JINdHbIE TPAHCKPUIITHI OHOTO M TOTO )K€
TeHa, YTO BOCTPEOOBaHO (PyHKIIMOHAIBHO, ITO3BOJISISL pacTe-
HUSAM MAaKCHUMaJIbHO 6blCTpO AarTUpPOBaTLCA K MEHAIOIUMCSA
BHEITHUM U BHYTPEHHUM YCJIOBHAM. bonee Toro, mueHTu-
(uKanuss MHOXKECTBA CAHTOB MHUIMALMK TPAHCKPHUIIIINH B
cocrase (BHYTpH) ONEPOHOB (CM. Tabi. 2) CBHICTEIbCTBYET
0 MOTEHNHAaTbHONH BO3MOXHOCTH TPAHCKPHUIIIMOHHOTO
pa3beIMHEHNS TeHOB B MOJUIIMCTPOHHOM T'€HHOM KJIacTepe
(Zhelyazkova et al., 2012). Oto nmyTb 00pa3oBaHusI MEHee
CJIOXHBIX TPAHCKPHUIITOB 1 YBEJIMUEHHNS KOJIMUECTBA MH B~
nyansHbIx MPHK, TpaHCKpHOMPYEeMBIX C OZHOTO U TOTO )K€
OIepOHa, KOTOPBIH BeAeT K An(hepeHIINabHOM SKCIIPECCUH
TEHOB BHYTPH OJTHOTO OIIEPOHA.

VHTEHCHBHOCTH TPAHCKPHIIIMK MWHAWBUIYaIbHBIX TCHOB
B COCTaBE OJIHOT'O OIIEPOHA OYEHb KOHCEPBATUBHA, XOTsI pas-
JIMYHBIE YYACTKH OTHOTO H TOTO 7K€ OIIEPOHA MOTYT TPAHCKPH-
OGupoBarbcs HepaBHOMEpHO (AueitHnkoBa u 1p., 2011). Kax
ObLI0 MMOKa3aHO HA SYMEHE, TeHbI OIIEPOHOB 17116, rps2, psaA
U atpB, B COCTaB KOTOPBIX BXOIST (yHKIMOHAJIBHO HECBS-
3anHble 6enkn i PHK, Tpanckpnbupyrorcs HepaBHOMEPHO
(AneitaukoBa, 2012). Onepon atpB-atpE-trnV-ndhC-ndhK-
ndhJ xapakTepu30BajCs 3HAYUTEIHEHO OOJBINEH MHTEHCHB-
HOCTBIO TPAHCKPUIIINU T€HOB afpB W trnV B CpaBHEHHH C
JIpyruMH reHamu (He MeHee ueM B 3 pasa). B onepone psaA
MIepBBIE JBAa TE€HA TPAHCKPHUOMPOBAINCH PABHOMEPHO, a TEH
rps14, oTHOcsmMNCSA (PyHKIIMOHAIBHO K JIPyroil rpyrme,
TPaHCKPUOUPOBAJICS 3HAYUTEIHLHO OOJIee MHTEHCHBHO. [laH-
HBIMH HCCIIEIOBAaHUAMHU TTOATBEpKAeHa Tu(depeHmanbHast
PETyISILUS TPAHCKPUTIIINH HHIUBHTYaTbHBIX TCHOB B COCTABE
onepoHoB (AuneiiHukoBa, 2012).

WHnnuanust TpaHCKPUIIIUK — OMH W3 BOKHEHWIINX 3Ta-
OB B 9KCIIPECCHU T€HOMa BO MHOTHX OpraHm3Max. Panee
CYUTAJIOCH, YTO TPAHCKPUIIIHA HE UT'PACT 3HAYUMYIO POJIb
B PETYIALIH 3KCIPECCUHU T'€HOB TUIACTHUI, & 00JIee BaXKHBIMHU
SIBIISIFOTCST TIOCTTPAHCKPHUITIIMOHHBIE TIPOLIECCHl. DTH Tpes-
CTaBJICHUs! OBUIU IEPECMOTPEHBI [OCJIE OTKPBITHUSI U U3y UYCHUSI
G-(paxkTopoB (curMa-QaxTopoB). 6-PaKTOPEl — OCIKH Saep-
HOTO KOJMPOBAaHMS, IPHIAIOLINE TPOMOTOPHYIO crienupud-
Hocth PEP kommiekcy. B depmentarusHom komruiekce PEP
(TIpOKapHOTHYECKOTO THTIA) G-(PAKTOp (PYHKIIMOHUPYET KaK
CyObeaMHHIA, PACTIO3HAIOIIAS IIPOMOTOPHYIO 00JIaCTh TEHOB
(Toyoshima et al., 2005). C PHK-nonumepa3zoii 6-¢paktopsl
B3aUMOJICHCTBYIOT B IByX IPOLIECCAX, KOTOPBIE OMPEIENISIOT
ycrex 1 3(GEeKTUBHOCTD TPAHCKPHITIUN — B PACTIO3HABAHUT
npomotopa u rwiasienunu JJHK (Lerbs-Mache, 2011).

PazHble 6-(haKTOpBl IMEIOT KOHKPETHBIE (DYHKIIMHU B pETy-
JSIIMU 9KCTIPECCHH TeHOMa IUIACTHJI M OTBEYAIOT 3a TPaHC-
KPHIILIUIO OTpeiesieHHoro Habopa reHoB (Yagi, Shiina, 2014).
Pa3znoo6pasue 6-pakTopoB 1 NCTIONB30BaHUE HX PACTEHISIMU
B 3aBHCHMOCTH OT CHT'HAJIOB OKpPY>Karollel Cpesbl, cTaanil
pa3BUTHsI OpraHu3Ma, TUIIA IJIacTH ] 00eCIIeunBaeT COOTBET-
CTBYIOIILYIO peryisinunio Tpanckpumimn (Allison, 2000; Toyo-
shima et al., 2005; Liere, Borner, 2007; Lerbs-Mache, 2011).

CyliecTBYIOT MPENOIOKEHHS O TOM, YTO HaJIMYHe MHO-
JKECTBa MIPOMOTOPOB H G-(aKTOPOB B XJIOPOILIACTaX HEOO-
XOIIUMO JUIsl TIOJ/IepKaHus (PyHKIIMOHAIBHOTO COCTOSTHUS
FeHETUUYECKOM CUCTEMBI XJIOpOIUIaCTOB ITPU BO3ZHUKAIOIIUX
myTtanuax (Maier et al., 2008) wmu, aro Gomee BEpOSTHO,
Jutsl 00eCTIeueHHMSI COTTTACOBAaHHOW pabOTHI BCETO TPAHCKPHII-
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LMOHHOTO armapara B pa3au4Hbix ycnoBusx (Lerbs-Mache,
2011). Bo3amoxHO, 0062 IpeAmOI0KEHHS 0 PyHKITHOHATIEHOM
3HAYEHUH MHOKECTBEHHOCTH IPOMOTOPOB M G-(PAKTOPOB B
XJIOpOIIIacTax OTPaXKaloT pa3HbIe CTOPOHBI ITpoliecca TPaHC-
KPHIIINH, 0COOEHHOCTH KOTOPOTO €Il JAICKO HE N3yUYEHBI.

Bce u3BecTHbIE G-(aKTOPHI pACTEHNI OTHOCSTCS K TPYTIe
670 (primary sigma factors). BoJbIIHHCTBO FTEHOMOB BBICIIIHX
pacTeHui KonupyroT mecTh 6-paxropos (Lyska et al., 2013).
Y Arabidopsis thaliana (A. thaliana) n3 mectn 6-GpakTopoB
SIG1-SIG6 nBa (SIG2 u SIG6) KM3HEHHO HEOOXOAUMBI IS
MOJTHOIICHHOTO (YHKITMOHUPOBAHUS THIACTHA ((OTOABTO-
Tpoduoro pocra). Ilpennonaraemas poias SIG1 — ObicTpas
anantanust aktuBHOCTH PC1 K eXeHEeBHBIM M3MEHEHUSIM
B MHTEHCHBHOCTH OCBEIICHUS, BO3MO)KHA TAKKE €T0 POIb
BO B3anMoJIeiicTBIH X03suH —1atoreH (Lerbs-Mache, 2011).
SIG2 yyacTByeT B paclo3HaBaHUH POMOTOPOB U crienupu-
YeCKO! TPAHCKPHUIIIINK HEKOTOPBIX TeHOB mPHK W psaJ, psbD,
psbA, rbeLl (xIHK mukpounnupoBaHue apabuporncuca).
SIG3 ocyriecTBisIeT CCHUPUUCCKY0 HHUIIMAIUIO TPAHC-
KPHIIIMX B IPOMOTOpE reHa psbN 1 MOXKET TakXKe BIUATh Ha
JKCTIPECCHIO orepoHa psbB yepe3 TpaHckpunt psbT («anTh-
CMBICIIOBOIY, 00pasytomuiics ¢ npyroii nenu JJHK B npyrom
HanpasieHnn) (Zghidi et al., 2007). SIG4 ocobeHHO 3HAYNM
JUTS TpaHCKpHIwn reHa ndhF. SIGS HeoOXoaM [Tt pacos-
HABaHUS CBETO3aBHCHUMOIO IIPOMOTOpa (OT rosiyooro cBeTa)
reHa psbD, a Takxe B IIMPKATHON PETyIANN TPAHCKPUTIIIUU
OT/IeIbHBIX TeHOB XJjoporutactos (Noordally et al., 2013).
SIG6 urpaet «robaibHYI0» pojib BO BpeMs paHHe# qudde-
peHnuanuu wiacTux u pa3sutus pacterns (Lerbs-Mache,
2011). Uadopmarus o o-pakropax U UX POJIU B PACTCHUH
IpejcTaBieHa B Tabm. 3.

Momndukarus c-hakTopoB uepe3 GpochopuInpoBaHme
BIUSET Ha DKCIIPECCHUIO0 TEHOMA IUIacTHJ. BaxxHeHmum
PEryjsTopoM aKTHBHOCTH G-(aKTOPOB U, CIIEI0BaTEIbHO,
TPAHCKPHIILUH SIBJISIETCS KOIUPYEMast sIIPOM XIIOPOTIIIACTHAS
kaszenH kuHa3a 2 (cpCK2) (Schweer et al., 2010).

HenaBHo ObLJI0 1€TalIbHO U3Y4€HO B3aUMO/ICHCTBHE TEHOB
komrutekca AT®-cuHTa3s! (BaskHEHIIero st (POTOCHHTETH-
YEeCKHX MPOIIECCOB U bIXaHus) U 6-pakropos (Ghulam et al.,
2012). V Beicummx pacteHuit reHsl AT®-CHHTa3HOTO KOMII-
JIeKca pa300IIeHBI M OPraHU30BaHbI B JIBA OTIEPOHA, OOIBITON
(atpl/H/A) n mansiii (atpB/E). Ha apabunoncuce npoieMoHc-
TPUPOBAHO, KaK B XJIOPOILIACTaX IIPeoj1osIeBaeTcs hu3nyueckas
pazodmeHHOCTh KiacTepa reHoB AT®-CHHTa3HOTO KOMILTEKCa
(atp) n koopruHHpYeTCs ero TpaHckpumnius. Oda mpoMoTo-
pa atp oneponoB PEP-3aBucumbie u TpeOyoT o-(hakTopoB
JUIs cenu(UIeCcKOro pacio3HaBaHus. TPaHCKPUIIINS STHX
OTIEPOHOB MHUIIMUPYETCsl OAHUM 001MM G-(akropom, SIG2,
KOTOPBIif ompenelisieT cuHTes 0azucuoro yposus MPHK reHos
atp, KOOUPYIOIINX pa3au4Hble cyobequHUIBI ATD-cuHTAa35I.
Jlarnee B TpaHCKPHUIIIMOHHOW MHUIMAINH OOJIBIIIOTO U MAJIOTO
OMEepoHOB atp y4dacTByIT G-paktopsl SIG3 u SIG6 coot-
BETCTBEHHO, KOTOPBIE MOAYIHPYIOT 3KCIPECCUIO I'EHOB afp B
3aBUCHMOCTH OT (PM3HOJIOTMYECKUX U MTPUPOTHBIX YCIOBHH.
Coueranue peryisiunu Tpanckpunuuu atpH MPHK SIG3 dax-
TOPOM 1 crienn(puuecKas cTabmIn3amys 3TUX TPAaHCKPUIITOB
yepe3 B3anMoeiicteue ¢ 6ekom PPR 10, Bo3MoxkHO, sBIIsICTCS
JUIsl XJIOPOIIACTOB MEXaHM3MOM KOHTPOJISI SKCIIPECCHU I'eHa
atpH, xomupyromero cyoseauauisl C u pazmep C KombIa y
AT®-cunTa3bl.

HeXpOMOCOMHaﬂ HacneaACTBEHHOCTb
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Ta6nuua 3. Crma-dakTopbl pacTeHnn 1 nx GyHKLMOHaNbHaa ponb B nnactugax (Ha npumepe apabugoncuca). MNo: Lerbs-Mache,

2011 c goNoNHEHNAMN.

leH apabugoncuca,
Koampytownii o-Gaktop

BbICTpaH afanTayna akTMBHOCTU OC1 K U3MEHEHUSIM B UHTEHCVBHOCTY

SIG1 DocdopununpoBaHne

Bsaumopeiicteue c SIB1*

o-dakTop buoxmmmyeckmin npouecc bronoruyeckas GyHKUMA B NnacTyaax

ocCBelleHNs.
TpaHckpunums psaA, psbB, psbE (Tozawa et al., 2007)

Perynauna TpaHcnaummn n 6rocrHTe3a xopodunna Yepes TpaHCKpun-

uwnio TPHK.

Crabunusauma OC1 yepes TpaHcKpunumio psal .

MNpeoponeHue ¢pusnyeckon pasobLieHHOCTU atp Knactepa B xnAHK

1 KoopavHaLumsa ero TpaHckpunuum (Ghulam et al.,, 2012).
MNepekntoueHne PHK-nonumepas ¢ NEP Ha PEP uepe3s B3anmogencresne

Cneunduryeckan TpaHckpunuma psbN — perynauma skcnpeccuu psbT
yepes npoAayumnpoBaHmne aHTuceHc PHK.

YuacTune B TPaHCKPUMLMOHHON NHMLMaLMK GOMbLIOrO atp Knacrtepa,
atpl/H/F/A (Ghulam et al.,, 2012)

Cneumndrueckan TpaHCKPUNLUUA reHa psbD ¢ uyBCTBUTENBHOTO K CUHEMY

cBeTy npomoTopa. LinpkagHas perynauysa TPaHCKpUNLUm oTAeNbHbIX
reHOB X/I0POMNacToB

At1g08540 SIG2

At3953920 SIG3 MNpoTeonuTtnueckoe
pacwenneHne?

At5g13730 SIG4

At5924120 SIG5

At2936990 SIG6 ®OochopunmposaHue,

B3ammogencTtaue c DG [¥*

BaxkHenwwnin o-bakTop Ha paHHeln CTagumn pasBuTrA.
YuacTue B TPaHCKPUMLUMOHHON NHMLMALIMN MANIOro atp Knactepa, atpB/

atpE, Ha No3gHUX cTagusax pa3BuTuA pacteHna (Ghulam et al., 2012)

*SIB1 - 6enok, B3anmogencTeytowmi ¢ SIG1, urpaet ponb B 3alUUTHON peakunn pacTeHuii; ** DG1 - PPR-6enok, B3aumopencTeyowwnii ¢ SIG6, BbinosiHAeT

perynatopHyo GyHKUMIO.

W3BecTHO, YTO B 3aBUCHUMOCTH OT BHAa koimuectBo C
cyOobeuuun B Koiblie AT®-CHHTa3bI MOXKET BAPHUPOBATH OT
10 1o 15 (Stock et al., 1999; Pogoryelov et al., 2005, 2007).
KonmmuectBo C cyObenmHMIl — KpaliHe Ba)KHBIA MapameTp
Juis ATO-CHHTa3HOTO KOMIUIEKCA, TaK KaK OH OIpEACIsIeT
konu4yecTBO H+ (IpOTOHOB), KOTOPHIE TPaHCIOLUPYIOTCS
gepe3 memOpany st cuaTe3a AT®. Ouenp mHTEpecHas
THIOTE3a — yBesnueHne pazmepa C Koibla, BO3MOXKHO, SB-
JISIeTCsI TOH LIEHOH, KOTOPYIO PACTEHHIO ITPUXOANTCS IIJIATHTh
3a cuaTe3 AT® B HEOMarompUATHBIX YCIOBUSAX. BeposTHo,
B XJIOPOIUIACTAX CYIIECTBYET PETYJSTOPHBIN MEXaHNU3M IS
yBenueHus apdexruBHocTr padoTsl ATD-cuHTa3bI 3a cueT
W3MEHEHUsI KonnuecTsa cyopequHuI B C KONbIIE B PE3yIIbTaTe
BO3JICHCTBHS PA3INUHBIX CTpeccoBbIX GakTopos (Ghulam et
al., 2012).

dKcnpeccna (TpaHCKpUNLUMA) reHoMa nnacTug

B OHTOreHese

W3HavanpHO ObUIA TIPEUIOKEHA TAaK Ha3bIBaEMask «KacKa Hast
MoJenb akTHBanuu 1utasMona yepe3 NEP» (Liere, Maliga,
2001). Kak nomnaranu, aktuBHOcTh NEP HeoOxomuma st
nHunuupoBanus PEP Ha paHHUX cTaausx pa3BUTHUS XJIO0POII-
JIACTOB IyTEM TPAHCKPHIIIMN OTICPOHA, COAEPIKAIIETO TCHbI
rpoA n rpoB cyowvenunui PEP. 3arem NEP B Gounbiueit mepe
3amernaercs Ha PEP, u mocnenHss ceIeKTHBHO TPaHCKPHUOH-
pyeT reHbl POTOCHHTETHUSCKUX KOMIUTIEKCOB. 1o Mepe Toro
KaK HOSBISIIOTCS. (POTOCHHTETUYECKH 3PEJIble XJI0POILIacThl,
aktuBHOCTH PEP cHmkaetcs 1o ypoBHs «steady-statey. Ota
THITOTE3a J0CTATOYHO XOPOLIO OOBSCHSIIA PETYIISIINIO TCHOB
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IUIACTHU]] B OHTOTEHE3E, OJJHAKO PE3YIBTaThl MHOTHX ITOCIEY-
OIINX UCCIIEA0BAHMN MO TPAHCKPUIIIINU CBUACTEIHCTBOBAIIH
00 MHOM.

B pabore Cahoon ¢ xomteramu (2004) Ha KyKypy3e mokaza-
HO, 4TO IT0 MEPE PA3BUTHSI XJIOPOILIACTOB aKTUBHOCTH 000X
THUIIOB ITOJIMMEPa3 yBEINYUBACTCS, HO HAOIIONAeTCs pa3HHLA
B CTaOMJIBHOCTH MX TpaHCKpUNTOB. KommuecTBo depmenTa
NEP yMmeHbI1aeTcs mo mMepe B3pOCIEHHsI PaCTEHUM, U Ha-
OJIr0/1aeTCsl TIOBBIIICHHAS JIeCTa0MIIN3alMs €€ TPAHCKPHIITOB,
OJIHAaKO 32 CYET MOBBIIIEHNS] AKTUBHOCTH JAHHON TOJTMEPa3bl
B 3peibIX Xxsoporuractax yposeHb MPHK, mpomyrmpyeMbix
NEP, ocraercs B kietke npumepHo TeMm ke (Cahoon et al.,
2004). TpaunckpunmuonHas akTuBHOCTE PEP pacter mo mepe
Pa3BUTHS XJIOPOIIACTOB TP HEU3MEHHOM HJIH J1aKe YBEIIH-
YHMBAIOILEMCSl YPOBHE CTAOMIIBHOCTH ee TpaHcKpunTos. I1o-
stomy Cahoon ¢ xomneramu (2004) oTMETHITH XapaKTepHYIO
4epTy SKCIPECCHH TeHOMa ITACTH/I B OHTOTCHE3€ — PA3IHINe
B HAKOILJIGHMH TPAHCKPHIITOB T€HOB, TPOJLYIUPYEMBIX JIBYMsI
nonumepazamu, NEP u PEP. B npouecce pazsurtus miactuj
konmaecTBO TpaHckpunToB NEP npakTiuecky He MEHSIIOCH,
a xonuuecTso TpaHckpuntos PEP yBennuuBanocs.

[arnee Ha apabumoncuce U MIMHATE OBLIO TTOKA3aHO, YTO
NEP u PEP yxe n3HauaiabHO IPEACTABIEHB] B CEMEHAX, a IPU-
Merenue Tagetina (crienupuyecKoro HHruOUTOPa AKTUBHOCTH
PEP) moareepauio, uro PEP Heo6xommma ais 3 heKTHBHOTO
MIPOpacTaHMs CEMSTH, TaK Kak 00eCIeurBaeT TPAHCKPHIIIIUIO
pubocomanbHbix PHK (Demarsy et al., 2006). Dtumu xe uc-
CJIeI0BaTEIsIMU OOHAPYKEHO, YTO TPH MPOPACTAHUH CEMSH
apabunoricrca Bee Tpu nonumepassl NEP (RpoTp, RpoTmp u



Expression of the chloroplast genome: modern
concepts and experimental approaches

PEP) akTuBHO cuHTE3upYyIOT HOBBIE IutacTuIHbIe MPHK yxe
Ha JTame 3aMadnBaHus/cTparnukanmu cemsH (craans 0+).
RpoTp tpanckpnbupyer rensl pubocomusix 6enkoB u PEP
cyowsenunmil, a RpoTmp u PEP — onepon rRNA. Tlepenoc Ha
cBeT (cTaaus mpopacTtanus mocie 0+) 3amyckaeT TPaHCKPHII-
o ocpeactBoM PEP hoTocnHTeTHYECKI 3HAYMMBIX TCHOB
(rbeL Tpanckpubupyercs epsbiM). [lo Mepe nanpHelinero
pa3BuTHA mpopocTioB (ctagus 1-2) PEP mpomomxaer akTuB-
Hy!0 TpaHckpunuto reHoB @C1, @C2 u 31eKTpoH-TpaHCHIOop-
tHoi nien (Demarsy et al., 2012).

Uwucno cuaTe3upoBanHbIX NEP TpaHCKPHUTITOB T€HOB CYOB-
enuautl PEP u 6enkoB pudocom co cramauu 0+ pe3ko mepecraet
pacTu U MJET Ha Craj, a Ha cTaauu | (MosIBICHHE KOPEIIKOB)
MOJIEP’KUBACTCS] HA OTNPENIENICHHOM CTa0MJIBHOM YyPOBHE
m6o ymensbinaercsi. ®aza Boicokoii aktuBHOCTH NEP — ca-
MbI€ paHHHE STalbl MPOPACTaHKs CEMEHU apalbuiorncuca
— XapaKTepPU3yeTCs! BELICOKUM YPOBHEM TPAHCKPHUIIIINHI BCETO
TUIACTUIHOTO T€HOMA, IPUBO/IS K TIPOAYKIINH (CYMTHIBAHHUIO)
anTHcMBbIcTOBEIX PHK ¢ reHoB, J0Kann30BaHHBIX Ha MPOTH-
Bonojoxkuou 1enu JJHK. OTMeTuM, 4TO KOJIMYECTBEHHOE
COOTHOIICHHE CMBICIOBBIX M aHTHCMBICIOBBIX PHK ms
npeobnanariero OonbinmuHCcTBa TWIacTuaHbIX MPHK u3-
MEHSJIOCHh B 3aBUCUMOCTH OT CTaJMU PA3BUTHSI PACTECHUS U
muddepennmanun wractua. Craanu cTpaTuduKaMy U Mo-
siBiieHus KopHs (0—1) XxapakTepn30Banuch BEICOKMM YPOBHEM
anTucmeicnoBeix PHK npu maiiom 3Ha4eHMHM OTHOIIEHUS
kommaecTBa cMbIcoBbIX PHK k aHTHCMBICIIOBBIM (CMBICTIO-
BbIC/aHTUCMBICIIOBBIC). B 3eNieHbIX TKaHsX (cTaauu 2—4 — pocT
KOPHS, 3eJIeHEHHE TIPOPOCTKOB, PACKPBITHE CEMS0NIEH) ATt
OonpuiHCTBa IacTHAHBIX MPHK CMBICTIOBBIX TPaHCKPHIITOB
3HAYUTENIBHO OOJIbINE, YEM aHTHUCMBICTIOBBIX, TOITOMY OTHO-
IIeHne cMBIcToBBIe/aHTHCMBICTOBRIe PHK yBenmmumBaercs
(Demarsy et al., 2012). Hesicno hyHKIIMOHAIbHOE 3HAYCHUE
obpazoBanus antucmbiciaoBeix PHK, umeer ju ono peryisi-
TopHYI0 (hyHKIHIO iepekirodenns noanmepas ¢ NEP na PEP,
WJIN 5TO COITYTCTBYIOIIEE JAHHOMY ITPOLIECCY sIBICHUE?

XapaKTEpHOH 4epTOil SKCIIPECCUU I€HOB B XJIOPOILIACTAX
Ha3eMHBIX PACTEHUH SIBISIETCS CII0KHOCTB IOMYIISIHH (1TyI1a)
monekys1 PHK, BO3HUKaroIMX Mpy TPAaHCKPUITLIUH OOJIBIINHC-
TBa reHoB (Barkan, 2011). [Tyn mnactunusix PHK conepxxut
MIEPBUYHBIC U ITPOLIECCHPOBAHHBIE («3PEIIBIE)» ) TPAHCKPHIITHI.
PaznooOpasue TpaHCKPHUIITOB B XJIOPOIUIACTaX 0Opaszyercs
MIPU MHUIUAIUN TPAHCKPUIIIIMY HE C OJHOTO IIPOMOTOPA, a C
Pa3HBIX (JUIS OTHUX U TEX JKE FTEHOB), JIAJIEE — C TOCIETYIOMINM
npoueccuarom PHK 1o MHOXECTBY pa3iIMIHBIX BO3MOXKHBIX
caitoB. [Ipumep, nokaspiBaro1Inii BO3SMOXKHOCTb HAKOIIJICHUS
Pa3INYHBIX TPAHCKPHUIITOB JJIsI TEHHOTO Kiactepa, — psbB
onepon (Barkan, 1988; Westhoff, Hermann, 1988). Omnna
mpoba K JaHHOMY KOAMPYIOILIEMY PaiOHy MO3BOJSIET U/CH-
Tudunuposars 15 u Goree THMOB TpaHCKPHUNTOB (Stern et
al., 2010).

[Ipoucxonsamue nocne Tpanckpumnimu PHK-npoueccusr u
cTabunn3anys — Aerpajalys TPaHCKPUIITOB OoJiee 3HAYNMBbI B
PETYISIIAN AKCIIPECCHH TeHOMa IUTacTh (paboTe IIacTh),
yem cama tpanckpurius (Del Campo, 2009).

Mpoueccnur PHK

[IepBuYHBIE TPAHCKPUINTHI XJIOPOIUIACTHBIX I'€HOB CUH-
THIBAIOTCSI B BHUJIE NMOJIMLIHUCTPOHHBIX MOJEKYJ, KOTOPBIE
paspesaroTcst Ha OT/eIbHbIe (PparMeHTHl, a 3aTeM ux 5'-, 3'-
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KOHIIBI TIOZIBEpratoTcst Moaupukarmsm (co3pesanuto). 5'-UTR
(5 untranslated regions) u 3'-UTR obxacti TpaHCKPHIITOB
MPEIOTBPAIIAIOT OBICTPYIO JIErpaalnio IepBUYHBIX TPaHC-
KPHIITOB, oOeceunBast ux craduibHOCcTh (Del Campo, 2009).
OHHM HEOOXOAUMBI JIJIsI TOCTTPAHCISAIUOHHONW PEerysiuu
skcripeccud (Stern et al., 2010; Zhelyzkova et al., 2012).

HemnponeccupoBanusie (epBUYHBIE) 5'-KOHIIBI XJIOPOI-
JACTHBIX TPAHCKPHUIITOB HECYT 5'-Au- MiH TpuQochaTsl,
MPOLIECCHPOBAHHBIE XJIOPOIUIACTHBIC TPAHCKPHIITHI UMEIOT
MoHodochopmimpoBannbie S'-koHubl ( Zhelyzkova et al.,
2012). ¥V «3pensix» MPHK onm dopmupyrorcs aByms Bo3-
MOKHBIMU MEXaHU3MAMU: 5'—3' 9K30HYKJICOTUTUUECKUI Ty Th
U CalT-crielu(huuecKoe pacileryieHie YHJ0pUOOHyKIIea3aMu
(Stern et al., 2010).

Cunraercs, 9YTO OCHOBHBIM MEXaHH3MOM «CO3PEBAHM»
5'-KOHIIOB SIBJISIETCSI SH/IOHYKIICOJIMTUYECKUI MyTh, OJTHAKO
MOSBUINCH (AKTHl U B IOJIB3Y APYTOTO MPEIIOTOKEHUS.
B stux nponeccax yuactsyer RNase J, ¢ MeHbI1IEH BEpOSTHO-
cthio — RNase E. RNase J siBisiercst 0CHOBHOW pHOOHYKJIC-
a30M, OTBETCTBEHHOM 32 «CO3PEBAHUE» 5'-KOHIIEBBIX YUACTKOB
XJIOPOIUIACTHBIX TPAHCKPHUIITOB, Ha KoTOopbix PHK-cBs3bIBA-
roruecs oenku (kopupyemsie B siipe PPR-0enku (pentatrico-
peptide repeat proteins)) GyHKIIMOHUPYIOT Kak Oapbepbl A
ee aktuBHOcTH (Luro et al., 2013). Takum oOpaszom, cTerneHb
S'-mporeccunra TpaHckpunTa onpenensercs PPR-0enkamu,
a TaKkKe BTOPHYHOH CTPYKTypoit camoif mosnexynsl PHK (Stern
etal., 2010).

TpaHcKkpuNIIMOHHAs TEPMUHALMS B XJIOpoIUIacTax Head-
(hexTUBHA, TOATOMY OONBIIHHCTBO 3'-KOHIIOB «3PEIBIX»
wractuaaeix MPHK o0pasyercst B pesynbrare nporeccunra
nepBUYHOr0 TpaHckpunTa. [Ipu popMupoBannu 3'-KOHIEBBIX
palioHOB y4acTBYIOT 3K30-, 3HJOHYKIea3bl U PHK-cBA3bI-
Baromyecs Oenku. B xyopomacrax pacTeHuil 10CTaTOYHO
XOPOIIIO U3yYCHBI BE dK30prOoHyKiIea3bl — PNPase u RNR1
(RNase R). 3'-koHTIIBI pOpMHPYIOTCS TITaBHBIM 00pa3oM O1aro-
Japst 3'-5' 9k30prHOOHyKIICa3HON aKTHBHOCTH OJIMHYKIICOTH]]
dhocdhopunaser (polynucleotide phosphorylase — PNPase).
JlanHbIi (epMEHT YyBCTBUTEICH K HAJINYHUIO BTOPHUYHBIX
crpykryp PHK u tepmunansubix IR (MHBEpTHPOBAaHHBIX
MIOBTOPOB), T03TOMY HHIHOMpyeTcs Ha 3'«stem-loop» cTpyk-
typax (Yehudai-Resheff et al., 2001). O 3HaunMocTH TaHHOTO
(hepMeHTa TOBOPHT TOT (QAKT, UTO Y PACTEHHI C OTCYTCTBHEM
PNPase ¢opmupoanue 3'-konnos rbcL u psbA MPHK He
3aBepmeHo (Walter et al., 2002).

He y Bcex xnoporunactasix MPHK MoskeT 00pa3zoBbIBaThCst
3'«stem-loop» crpykrypa, u umenHo trakue MPHK — kaniu-
JIaThI 711 CTAOMITM3ALINH C TIOMOIIBIO MaJIBIX HEKOJUPYIOIIIX
PHK (#xPHK). Oun oOGHapy>keHbI B OOJIBIIOM KOJIHMYECTBE
B XJioporiactax pasnuysbix pacrenuii (Hotto et al., 2011;
Zhelyzkova et al., 2012). axPHK mmactun cunaTe3upyroTes
KaK ¢ MEXTI'CHHBIX PaiiOHOB, TaK M B BUJ/IC aHTHCMBICIOBBIX
TpaHCKpUNTOB (Ass1 mpuMepHO 35 % BceX reHOB 3€JIeHBIX
wractun). [To garaeiM Hotto ¢ xommeramu (2011), y apadu-
Jorcrca ooHapyskeHo He MeHee 39 xmoporutacTHbIX HKPHK,
KOMIIJIEMEHTaPHBIX 3'-KOHLIAM CMBICJIOBBIX XJIOPOILUIACTHBIX
MPHK. [{ns Gaxrepwmii uzBectHo, uto HKPHK, CBS3BIBACH C
3'-xkormamu MPHK, crabummupyror nanasie MPHK, 6moxu-
pys paboty 3'-5'-3k30pudonykieassl (Opdyke et al., 2004).
Bo3M0OXXHO, aHaIOTMYHOE TMPOUCXOAUT M B XJIOPOIIAacTax.
Cawmplit mpocroii npumep crabmmzannun PHK ¢ momonisro
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HkPHK — antucmeicioBass PHK rena psbT, xotopas, 00-
pa3ysch, CTaOMIN3UPYET KOMIUIEMEHTAPHYIO CMBICIOBYIO
psbT MPHK uepe3 ¢opmuposanue asynnteBsix PHK/PHK
THOPHUJIOB, IPUBO/IS K TPAHCISIIMOHHOW WHAKTUBALUK pshT
MPHK u 3amure ee oT HyKJI€OJIUTUYECKON Jerpananuu
B YCIIOBHUSIX OKHCIUTEIbHOTO cTpecca (Zghidi-Abouzid
etal., 2011).

IIpennonaraercs, yto kaxnaas manast PHK coorBercTByer
Mmecty cBsizu ¢ PPR- Genmkom (siBisieTcst Kak OBl «OTIevar-
xom» PPR-6enka), a onHOM U3 XOpOLIO TOKYMEHTHPOBAH-
HBIX (DyHKIUH 3THX OENKOB SBISETCS 3allUTa MpUIIeKaIei
PHK ot nerpaganun sx3onykineazamu (Loiselay et al., 2008;
Zhelyazkova et al., 2012). Takum 00pa3om, cTaOUIH3AIIKS
TPaHCKPUIITA TPOUCXOINT Uepe3 cBs3piBaHme ¢ PPR Genkamu.
Oto omucano s PPR10, CRP1, HCF152 6enkoB (Barkan
et al., 1994; Meierhoff et al., 2003; Nakamura et al., 2003b;
Pfalz et al., 2009), mogoGHbIe (PyHKIIMN TPEAIOTaraloTCs
u ans apyrux PPR u TPR-momoOHBIX GenkoB, crienugud-
HBIX JUIsl pa3InyHoro Habopa TpanckpuntoB (Barkan, 2011;
Lyska et al., 2013). B xagecTBe mpumepa MOXHO MTPHBECTH
PPR10 Genoxk, KoTOpBIi cBsA3bIBacTcs ¢ 5'- n 3'-paiioHamu
XJIOPOIUIACTHBIX TPAHCKPUNTOB psaJ-rpl33 wmm atpl-atpH,
3amuIas uX oT HK30HYKJIea3 B 000uX 5'- 1 3'-HanpaBneHUX.
[Ipu cBsaseiBanuu ¢ 5'-xoHunom atp/d PPR10 axtusBusupyer
TPAHCIISIIMIO, BBICBOOOK/1as CBSI3BIBAIOLIMICS ¢ PHOOCOMOM
paiion u3 PHK mymnexca (Prikryl et al., 2011). IToreps PPR-
Oemka BenmeT K motepe cootBercTByromeir MPHK (Schmitz-
Linneweber et al., 2005). Otor Mexanusm 3ammtel MPHK
(¥, TO-BUANMOMY, KOHTPOJISI UX YPOBHS) SIBISIETCS] YHUKAJIb-
HBIM JUIS1 OpTaHelul pacTeHHH, ¥ MOKa He SCHO, BCTPeYaeTcst
JIM QaHAJIOTUYHBIN B sI7Ipe.

IIUTHHT — BOKHEHIINH 3Tall B HOCTTPAHCKPUIIIIMOHHOM
KOHTPOJIE SKCIIPECCUH T€HOB OpraHeul. bbul OTKpBIT B Mu-
toxouapusx B 1989 1. (Covello, Gray, 1989; Gualberto et al.,
1989; Hiesel et al., 1989), 3arem B utactuaax B 1991 1. (Hoch
etal., 1991) kak mporecc MoAU(UKAIINH ITOCITICIOBATCIFHOCTH
TpaHCKpunTa B pesynbrare konBepcuun C Hykieoruaa B U,
MPUBOASAIINN K BOSHUKHOBEHHUIO ITOCJIEIOBATEIBHOCTH, OT-
mmyHOo# ot kogupyemoit JIHK. Dnutunr Habmonaercst y Bcex
Ha3eMHBIX PACTEHHH, 32 UCKIIOUYCHHUEM ITEYEHOYHBIX MXOB
(Ridinger et al., 2008). B macTugax BRICIINX pacTeHUN 00-
HapyxeH B ocHoBHOM C-U smurunr (Takeneka et al., 2013).

OnHO U3 TPEINoNIOKEHUH: HIUTHHT BO3HUK M3HAYAIIBHO
JUIS KOPPEKLUH MyTalnuil TEHOMa, KOTOPbIE MOSBISUINCH B
XOZl€ 3aceleHust 3eMIHM pacTeHHUsMH. Pesynprarom Takon
«IpaBKW» OBUIO OOECIeueHNne CHHTE3a HOPMaJIbHOTO OeliKa.
JlelCTBUTENIBHO, SANTHHT YacTO M3MEHSET (BOCCTAHABIINBACT)
Ty aMUHOKHUCIIOTY, KOTOpasi BakHa ISl (PyHKIIMM TpOTEHHA
(Sugita et al., 2006). B pe3ysibrare 3MUTHHTa TAKKE MOXKET
BO3HMKAaTh HOBBIN HHUIMHPYIOIIMH TPAHCILIINIO KOIOH WIIH,
HA000pOT, CTOM-KOAOH. OTHAKO SIUTHHT HIPOUCXOIUT U B TEX
TOYKaX FEHOMA, I7JIe 3TO HEMOCPEJCTBEHHO HE OTpayKaeTcs
Ha ¢yHKIuu Kommpyemoro Oenka (Okuda et al., 2010) — B
Herpanciupyembix paiionax PHK (5, 3" UTR), naTpoHax.
YacroTa 31UTUHra B HEKOAUPYIOLUX PAlOHAX OYEHb HU3KA 110
CPaBHEHHIO ¢ KOIUPYyomMMH. CyIecTBYET IPEAONI0KEHHUE O
HEOOXOANMOCTH JUTHHTA J1s 9 (EKTUBHOTO MTOCIIETYIOIIETO
crutaiicunra (Takenaka et al., 2013).

O6bran0 B pasnmuuabix MPHK mracTrm ceMeHHBIX pacTeHui
nmeetcst okoio 30—40 cnenuduyeckux cailToB dUTHHTA. Y
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apabunorncuca ux 43 B 18 renax, u3 HuX 36 — B KOJUPYIOLIUX
obmactsx (Ruwe et al., 2013). OgHOIOTBHBIC U ABYAOIBHBIC
pacTeHHS OTIIMIAIOTCS PYT OT IpyTa 1o OoJiee YeM MOJIOBHHE
caiiroB snutuHra (Barkan, 2011).

B renome MUTOXOHApUI CAaWTOB HAUTHHIA 3HAYUTEIILHO
6onpine. Tak, y apabupnorncuca u puca Haiiaen 441 (Giege,
Brennicke, 1999) u 491 (Notsu et al., 2002) caiiT snutuHra
COOTBETCTBEHHO.

Pa3HbIe mccnenoBarenu HEOTHOKPATHO IBHITANUCH BEI-
SIBUTh XapakTepHbIe uepThl nocienoBarenbHocTd PHK B
oOmacTu cafita sputHHTa (cis-3neMenTsl) (Bock, Koop, 1997;
Miyamoto et al., 2004). OTMe4eHO, YTO ITOCICAOBATEIIEHOCTh
PHK B 20-25 HyK1€0TH10B, pacroyioykeHHas Bbite (5') caii-
Ta SIUTHHTA, COACPIKUT B ceOe CIeIM(PUISCKUE HTEMEHTHI,
HeoOxXomuMBbIe T ero pacmo3HaBanus (Bock et al., 1996;
Chateigner-Boutin et al., 2003; Verbitskiy et al., 2008). [a-
Jiee TP JICTAIbHOM HCCIICIOBAHWU in Vitro M in organello
MOKA3aHO, YTO «KPUTHYCCKUE HYKICOTHIBDy JUIS JAUTHHTA
PacIoIoKEHbI ¢ 5-ro Mo 15-1 HyKJICOTH/ BBILIE PEAAKTUPY-
emoro C (Takenaka et al., 2013).

TpanchakTOopaMu SIUTHHTA PACTCHUI, PACIIO3HAIOIIN-
mu nocnenosarenbHocth PHK, sBistorcs PPR-Oenku PLS
TPYTIIIEL.

PPR-Genku mensitest Ha Be OOJNBINUE TPYIMITBI OCITKOB, P
n PLS 6enku (Shikanai, Fujii, 2013). «P» rpynmna PPR-6en-
KOB HEOOXOAMMa Ha pa3iMyHBIX dTamax co3peBanns PHK
TPAHCKPHIITA, U TaKUe OCIKU COCTOSAT U3 KAHOHUYECKOTO
35-amuHokucnoTHOTO nosTopa (PPR MoTuBa), mosTopsrorie-
rocs TaaaeMHo 10 30 pa3 (P-obmacts). OqHAKO B HMUTHHTE
yuacTByet jpyras rpynmna PPR-6enxos — «PLS» Genku, xo-
TOPBIE XapaKTePHU3YIOTCsl HAIMYMEM TPEX THUIIOB ITOBTOPOB:
kaHoHngeckoro (P), ayts 6onee umaHOTO (L) (IprIMepHO 13
36 aMHHOKHCIIOT) U KOpOTKOTO (S) (13 31-34 aMMHOKHCIIOT)
(Small, Peeters, 2000; Lurin et al, 2004; Schmitz-Linneweber,
Small, 2008). Ha C xonme »Tux G6enkoB pacmonoxed E
(extended domain) mOMEH, KOTOPBIHA, KaK MPEAIIONATAIOT,
HEMOCPEACTBEHHO B3aUMO/ICHCTBYET C (DEPMEHTOM HIANUTHHTA.
YV nmpumepro nonoBuHE! PLS 6enxos 3a E nomenom pacmona-
raetrcst DY W ngomeH, Ha3BaHHBIH Tak 3a HaJIMYUE BBICOKOKOH-
CEpBaTUBHOIO TPHUIENTH/IA acHapTaT-TUPO3UH-TpUnTodaHa
(DYW) (cm. puc. 1). BosmoxkHO, Tpu SAUTHHTE OH 001agaeT
KaTaJIUTHYECKOH akTHBHOCTHIO (Manna, 2015).

Kasxpiii Takoit 610K MOKET y4acTBOBATh B AUTUHIE OT
1 mo 10 caifroB. Bo3mMokHO naxke mepeKphIBaHUE «CITCITH-
¢uanoct» PPR-0enkoB, Ipy KOTOPOM B OZHOM M TOM JKe
caifre snuTHHra (QYHKIMOHUPYIOT Heckoyibko PPR-Genkos.
PPR-6enku, ygacTByIOIIHE B SAUTHHTE, CBsi3bIBatoTCs ¢ PHK
o0Oparumo, Tak Kak 3peisie MPHK 1omKHBI OBITH OCTYITHBI
Ut cuHTe3a Oeika B pubocomax. Ces3sianue PHK ¢ PPR-
OemkaM¥ TOKyMEHTHPOBAHO TIOKA TOJBKO JJIST HECKONBKHX
yuactByromux B snautiare PHK PPR-6enkoB, oqrako 6oiee
WHTEHCHBHO M3y4YeHO M moaTBepxkieHo st PPR-Genkos
nporneccunra PHK (Okuda et al., 2006; Williams-Carrier et
al., 2008).

He Tax gaBHO ObLT HaliieH HOBBIH Ki1acc OeNKOB, (DYHKIH-
OHHPYIOIINX B PACTHTEIBEHON «IUTOCOME)» W HEOOXOIMMBIX
IUIsL SAUTHHTA B opranemnax, 3o MORF (multiple sites
organellar RNA editing factors) 6exnxu. Kaxpiii Takoit Oe-
JIOK 3a/ICHCTBOBAH B PEIAKTHPOBAHUH HE OJHOTO, 3 MHOTHX
caiiToB snuTHHTa. Tak, y apabugorcuca B iApe KOIUPYIOTCS
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P noacemeiictso PPR 6enkos

pgr3-2 pgr3-1

 PLS nopcemeincteo PPR 6enkos

KnaccE
PPR 6enku CRR4 me»m%
3AUTUHrA

Knacc DYW

Puc. 1. Cxema opranusauuu PPR 6enkos (no: Shikanai, 2015).

10 4eHOB ATOTO ceMeWcTBa: J1Ba U3 HUX pabOTAaIOT TOJIBKO
B IUIACTH/IAX, TSTh — TOJILKO B MUTOXOHJIPUSIX U JIBa — KaK B
XJIOpOIIIAcTax, Tak M B MUTOXOHIpHUAX. OOHApYyKEHO, YTO
Juisl OOJBIIMHCTBA TOYEK 3IUTHHIA XJIOPOIUIACTHBIX TPaHC-
KPUIITOB TpeOyeTcs ojHOBpeMeHHOe (YHKIMOHUPOBAHUE
o6oux MORF 6enkoB XJ10poruracToB (OpHEHTHPOBAHHBIX
Jutsl pabOTHI UCKITIOYUTENIFHO B IAHHOW OpraHeie), Tak KaKk
Je(eKThl B JF0OOM M3 HUX BIMSIOT Ha YCHEIIHOCTD IPOXOXK-
nerns naaHoro mnpomecca (Takenaka et al.,2012; Bentolila
et al., 2013). /Isa MORF Genxka hopMupyroT GpyHKIHOHAIB-
HBI FeTepoJUMED, KOTOPBIM TOJIIBKO B HEKOTOPBIX CIIydasx
MOXET 3aMemnIaTscsi ToMmoaumepoM. Kpome Toro, oxomo 20
% SAMTHHTA B IUTACTHAAX KOHTponupyercs padoroit MORF
Oenka, (pyHKIIMOHUPYIOLIETO KaK B XJIOPOILIACTAX, TaK U B
muTtoxoHapusax (Bentolila et al., 2013). IIpeamonaraemas
¢dysakst MORF GenkoB B THITOTETHYCCKON «3IUTOCOMEY
TIOKa eIlle He ompeseneHa. Bo3M0oXXHO, OHU SIBIISIOTCS CBA3Y-
oM 3BeHOM Mexxay PPR-6enxamu 1 pepmenToM sauTiHra
(Takenaka et al., 2013).

B ocHoBe mpornecca 3AUTHHTA B XJIOPOIUIACTAX JEKUT
Jie3aMUHUPOBaHNE UTHINHA. Peakiust, mponcxoasmas ¢ C
OCHOBaHUEM, aHAJIOTMYHA KOHBEPCHH €IMHUYHOTO HYKJICOTH-
na (single nucleotid conversion) B myTi OMOCHHTE3a YPUIUHA,
OCYIIECTBIAEMOr0 IIUTHINH 1€3aMHHA30H1, IPU KOTOPOM ca-
xapo-pocdarusiii «ckener» PHK B Touke apuTrHTa 0OcTaercs
uHTaKkTHBIM, a C HykieoTua monuduuupyercs. depmenr,
katanusupyromuii peakuuto PHK sautunra B xaopormnnacrax,
JIO CHX TIOp SKCIIEPUMEHTAIFHO HE BBISABJICH, OHAKO IPE/-
MOJIAraroT, YTO 3TO MOXKET ObITh: 1) KilaccHyecKasl IUTUINH
nesammHaza; 2) PPR-6emox ¢ DYW momenom (comep:kut
AMHMHOKHCIIOTHBIH MOTHB KJIaCCHYECKON IIUTH/IMH Je3aMHHA-
3b1), 00€CIICYMBAIOLINI INTHUANH IE3aMHHA3HYIO0 aKTHBHOCTB;
3) dpepmenT ¢ MoaupUIINPOBAHHON TPaHCAMHHA3HOW aKTHB-
HocThIO (Salone et al., 2007; Takenaka et al., 2013).

Onutuar PHK HeoOxomum 11st QyHKIIMOHUPOBAHUS pacTh-
TENBHBIX OpraHesuI (TUIACTH/T) U BBDKUBAHHS PacTeHU. SIBis-
€TCsl JIU SUTHHT PETYIISTOPHBIM ITPOIECCOM IS aaNTaluy
PaCTCHUM K MEHSIOLUMCS YCIOBUAM OKPYXKAIOIIEH CPEIbl,
Bce ere npeacTout BesicHUTH (Takenaka et al., 2013).

CuuTaercs, 4TO SIUTUHT — CaMblid paHHHUM Mpolecc MO-
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mudukannu MPHK, npenmniectByromuii Cruraicuary o pe-
CTPUKLMH TOJIMIUCTPOHHBIX TpaHckpunros (Freyer et al.
1993; Schmitz-Linneweber, Regel, 2002; Del Campo, 2009).
OnHaKo CIUTAHCHHT WHTPOHOB, (POPMHPOBAHHUE «3PEIBIX)»
koH110B MPHK, anuTHHT MOryT mpouCXoauTh B pa3HOi ode-
PEIHOCTH, HEKOTOPBIE CAWTHI HAa TPAHUIIE SK30HOB PEaKTH-
PYIOTCSI TOJIBKO TOCHIE CIUIAHCHHTa TPHIISKAIINX HHTPOHOB
(Li-Pook-Than, Bonen, 2006).

CnuaiicuHr — HeoOXomuMBIH Tiporiece B cozpeBannu PHK
B OpraHeax, B pe3yJibTaTe KOTOPOTo yAaJSIOTCSI HHTPOHBI,
NPEpPBIBAIOIINE PAMKY CUMTHIBAaHHS I€HOB, OTBETCTBEHHBIX
3a ()OTOCHHTE3 M HKCIPECCHIO IIacToma. PacTurenpHble
OpTaHesuIbl COJEPIKaT /IBa OCHOBHBIX THITA MHTPOHOB: MHT-
pous! rpymi I u I, koTOpble pa3inyaroTcs 10 CTPYKTYpe U
MEXaHM3MaM cIualicuHra. J[BaanaTrh U3 JBaALATH OJHOTO
TUTACTHIHOTO WHTPOHA HA3eMHBIX PACTCHHH NMpUHAUIeKAT
k rpynne II, a oqun B trnl—UAA rene — x rpynne | (Cardi
et al., 2012). B cruraficuare kKa)Ioro WHTPOHA y4acTBYET
MHOKECTBO sIJIepHO KonmupyeMbix OenkoB (de Longevialle et
al., 2010). 3HaunuTENBHBIN MPOrpecc AOCTUTHYT B UJICHTHU-
(ukarm 3THX OeIKOB, W 0OHApYXeHO 16 SIEepHBIX TEHOB,
MPOIYKTHI KOTOPBIX TPEOYIOTCS JUIS CIUTACHHTa OTHOTO HITH
HECKOJIbKHX XJIOPOILIACTHBIX HHTPOHOB rpymisl [ (Germain
et al., 2013, cm. puc. 2).

Bbenkn, ydacTByronye B CIUIaliCHHTE B XJIOPOILIACTAX,
HE POJCTBEHHBI O€JKaM CIIaliCHHra TPAHCKPUITOB sipa.
YV GonbIIMHCTBA XJIOPOTIIACTHBIX CIUTAiicHHT-(haKTOpOB nMe-
rotcs cBsasbiBaromuecs ¢ PHK momensr Tuma CRM, PORR,
APO, PPR, OPR, xapaxrepHsIie Juist 0€1KOB, (yHKIIMOHUPY-
10X B opraneax. Hanbonee mmpoxo mpecTaBieHsl JBa
cemeiictBa 6enkoB: CRM 6enku (Chloroplast RNA splicing
and ribosome maturation), H)YHKIIHOHUPYFIOIIIHE B HECKOJIBKUX
pasHBIX caiiTax criaiicuara, 1 PPR Genku, cenngudnsie
TOJIBKO JJIsE ofgHOTO TpaHckpumrta (Schmitz-Linneweber,
Small, 2008; Stern et al., 2010). Kpome Toro, B criiaiicuare
psizia MHTPOHOB TpymIel II yd4acTByeT XJIOpOIIIACTHO KOIM-
pyemast marypasa (reH matK pacrojoKeH B MHTPOHE I'eHa
trnK), 5KN3HEHHO HEOOXOoMUMasl JIJIsl HOPMAJILHOTO Pa3BHUTHS
pactenmit (Rogalski et al., 2006; Legen et al., 2007).

B xJtopomiactax HET «CIIaiiceocom», aHaJOTHYHBIX
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Puc. 2. AnepHo-kogupyemble 6enKmM cnnacriHra MHTPOHOB Il rpynnbl B XI0ponnacTax NOKpbIToceMeHHbIX (Mo: Germain et al., 2013).

saepHbIM. CIUTaliCHHT HUHTPOHOB — CJIOJKHBIN IPOIlecC, BOB-
JICKAIOIHii B ce0st OrpOMHOE KOJIN4ECTBO (pakTopoB (OeIIKoB).
XnoporutacTable (haKTOPHI CIIACHHTa B3aUMOICHCTBYIOT B
pa3IMUHBIX KOMOWHANMAX, 00pa3ysl KOMIUIEKCH C MHTPOH-
ueiMu PHK, kaxpiii aiist obecrieueHus cruiaiicuara Habopa
omnpeneneHHBIX HTPoHOB (Germain et al., 2013). Crmaiicuar
karanmsupyercs camoit PHK, u crutaticunr-aktopsr nurpator
«100aBOYHYI0» poiib. OTH (akTopsl, cBsizbiBasch ¢ PHK,
CIOCOOCTBYIOT €€ COOTBETCTBYIOIICH YKIAAKe I (HOpMH-
POBaHUS KaTATUTUUYECKH KOMIETEHTHOH CTPYKTYpBI.

HecoMHEHHO, CIUTaliCHHT UTpaeT pPeryasITOpHYIO POJib B
oHTOreHese pacTeHus. OH TaKkKe MOKET MPUBOAUTD K H3Me-
HEHUI0 OTHOCUTENBHBIX KonnuecTs 3penbix MPHK B myne PHK
B 3aBUCHMOCTH OT YCJIOBUI OKpPY’KalOIIeH Cpe/Ibl, BBIMOIHASA
amanTuBHYIO QyHKIHIO (Stern et al., 2010).

YpoBeHb TPAHCKPUIITOB FEHOB XJIOPOILIACTOB TAKKE 3a-
BHUCUT OT CKOPOCTH uX jaerpananuu. B nerpaganuio PHK B
IUIACTH/IaX BOBJIEUEHO ITOJIMAICHUINPOBAHNE, KOTOPOE B pE
obecrieunBaer cradmnmzanuio MPHK, HO y mpokapuot (v B
IUTACTUIAX ) SIBJISICTCS] CUTHAJIOM HECTAOMIBHOCTH (pa3pyIiie-
uust) (Cardi et al., 2012).

Ha ocHOBaHUM MccaeIOBaHUM in Vitro W in vivo SICHO TIO-
Ka3aHo, YTO MOJINA/ICHUJIMPOBAHUE MOXKET CIIOCOOCTBOBATH
nerpaganuu PHK B xioporuiacrax, Tak Kak CpoiCTBO MOJH-
Hykieotna (ocdoprinassl Kk nonuageHnnpoBanHsM PHK
noBbIlIaeTcst. JlaHHbIN epMeHT SBIISIETCSI OCHOBHBIM B IVIO-
GamsHOMY TIporiecce nerpamanun PHK B kiretke. OnHako moka
JIO KOHIIa HE BBIICHEHO, HACKOJIBKO MOJINAJCHUINPOBAHNE
BaBunnoBcKuii )KypHan reHeTuKkn n cenekymm « 19+ 5 2015
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BakHO T MeTtabonm3ma PHK B mractunax (RNA turnover)
(Germain et al., 2013).

B xuymoporuractax B mpoMeKyTOYHOM TIPOAYKTE AT PaTaIiii
3'-KOHIIOB HaiiieHBl MOMHA-TIocienoBaTenbHOCTH (poly(A)
tails), KOTOpBIC COCTOSIT HE TOJBKO M3 aJCHO3MHA, HO U U3
HEOOIBIIOT0 KOJTUYECTBA JIPYTHX OCTATKOB, B OCHOBHOM
u3 ryano3uHa. [loka3aHo, 4TO MOJNHAACHUIUPOBAHHBIC
TPAHCKPHIITHI JACTPATUPYIOT OBICTpEE, YeM HEaJCHUIHPO-
BaHHbIe. MonekynsipHble MexaHu3Mbl perpagauuun PHK
B XJIOPOIUTACTaX HAIIOMHHAIOT TAaKOBEIC Y OaKTepHii — mocie
SHJIOHYKIIeonuTHYeckoro pacierienus PHK npoucxonut
nmonuageHwImpoBanue. [lonmnaaeHNIHPOBAHHBIA TPOIYKT
pacIIeTICHHS 3aTEM ITOIBEPTraeTCs OBICTPOH IK30HYKIICOIH-
THYECKOW Jerpajainu MOJUHYKICOTH T pochopuiazaMu u,
BO3MOXKHO, IpyruMu sk30HyKiIeazamu (Del Campo, 2009).
He sicHO, sBIIsIeTCSI T MONMMHYKIICOTHT (hochopriaza eIuH-
CTBCHHbBIM q)epMeHTOM MOJINAACHUJIINPOBAHUA B XJIOPOII-
JacTax, HO ATO TOKAa SAMHCTBEHHBIH (PEPMEHT, QYHKITUS
KOTOPOTO B IOJIMAICHUINPOBAHUH TOATBEpkKIcHA (Stern
etal., 2010).

JetexTupyemMoe KOIUYECTBO MOJTHAICHIINPOBAHHBIX
TPAHCKPUIITOB IDIACTHJI KPaifHE MaJio, ISl OOHAPYKCHHS UX
tpedyercs okoito 50 ruksno [P (Kudla et al., 1996). B EST
6azax monmaneHmnpoBanHbix PHK oHuM BeTpewaroTcs TONBKO
SMU30AMYCCKU. BeposiTHO, HX HU3Kas BCTPEIaeMOCTh OTpa-
JKaeT MX OBICTPYIO JIErpaalliio, OJHAKO 3TO MOXET OBbITh U
CJIEZICTBHEM HE3HAYUTEILHON POIH TTOJIHAICHIIINPOBAHNS B
Metabonu3me xioporntactHort PHK, 4to mpencTonT BELICHUTE
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B Oynymem (Germain et al., 2013).

ITpoueccs! TPaHCKPHUIIIUK U TPAHCISIINH B XJIOPOTIIacTax
HE COTIPSIKEHBI )KECTKO, TIOATOMY CYIIECTBYET JOTOIHUTEIb-
HBII YPOBEHb PErYIISIUU JJIsl IPEAOTBPALICHHS MHULIUALIUH
KOHCTUTYTHUBHOMH Tpancisiuuu MPHK depes BzaumoneiicTeust
nocienoBarensHoctu 1laitn—lansrapuo (SD) n 16S pubo-
comansHoi PHK (SD-16S B3aumoneiictus).

TpaHcasiuus MIACTHIHBIX TPAHCKPHUIITOB ITPOUCXOANUT
Ha 70S pubocomax OakTepHaNbHOTO THUMA. XJIOPOIUIACTHBIE
rOMOJIOTH OaKTepuasbHbIX (PAaKTOPOB WHHULIMAIMU U DIIOH-
ranuy MICHTU(QHUIUPOBAHBI, 1 HEKOTOPHIE U3 HUX OXapak-
tepuszoBassl (Lin et al., 1996; Albrecht et al., 2006; Shen et
al., 2013). CymiecTByeT ompe/e/icHHas CTEIEeHb CXOJCTBA
MEXIY (paKTOpaMH TPAHCILIIUN U PHOOCOMATTBHBIMHU OSITKaMU
IUIACTUA U OakTepuii, OJHAKO HAONIONAIOTCS M 3HAYHUTEIb-
ueie omtnuus (Beligni et al., 2004). O6e (Oosblas u Masast)
CyOBeIMHUIIBI pUOOCOM HapsAy ¢ OeIKaMu, aHAIOTHYHBIMU
OaKTepHaIbHBIM, BKJIIOYAIOT B CBOM COCTaB sIEPHO KOJTUPY-
emble wactua-crnenupuaeckue oenku (PSRP) (Yamaguchi
et al., 2002, 2003; Tiller et al., 2012).

XoporutactHasi pubocomMa COCTOUT U3 ABYX CYObEANHMUIL,
50S u 30S. O6e cyObeAMHUIIBI MTPEACTABISIFOT COO0M KOM-
TUIEKCBI, COCTOAIINE M3 ONHOW MM Ooree crnenn(uecKux
pudocomubrx PHK n MmHOKecTBa OenkoB. 30S cyOpennHMIIa
Hecet 16S pPHK, a 50S cyobeaunuma — 23S, 58S, 4.5S (mo-
cremHel cyObeAMHUIIBI HET y OaKTepuii, HO, BEPOSTHO, OHA
obpazosanacek u3 23S pPHK ¢parmenranneii (Tiller, Bock,
2014). 30S cyObeauHHUIIA XJTOPOIUIACTHBIX PUOOCOM COCTOUT
13 24 6eTKOB, M3 KOTOPBIX 3 CIICIU(IYHBI IS XJIOPOTLTACTOB
(PSRP), a 21 6enox — opronoru E. coli 30S pnbocoMHBIX
oenkoB. B 50S cyobenunuiie comepkarcs 33 6enka: 31 op-
TOJIOT OaKTepHATFHBIM OeIKaM 1 2 Oenka, CICIIU(PHIHBIX TS
xsoporactoB (PSRP) (Tiller, Bock, 2014). Cnendunaeckne
Ui tiactu pudocomusie 6enku (PSRP), BepositHo, urpa-
10T CTPYKTYPHYIO pOJib B IUTaCTUAHON pubocome (Sharma
et al., 2007).

Munnmanys TpaHciisiuyy — BaXKHEUIIUHI 3Tall B IJTACTUIHON
TpaHcnanuu. Kputudeckas cTyneHb B MHUIMALUU TPaHC-
TSI — BBIOOP KOPPEKTHOTO CTAPT-KOJOHA M3 HECKOIBKHUX
BO3MOKHBIX. VIHUIIMUPYIOIIKI KOIOH y LIBETKOBBIX pacTe-
uuit — AUG, pexxe — GUG (Sugiura et al., 2014). Lluc-anemen-
TbI B 5’UTR sBNIsItOTCS Ba)KHEHIIMMU I€TEPMUHAHTAMU 151
KOPPEKTHOM MHUIMAIMK M PEryisiuu Tpancisinun (Staub,
Maliga, 1993; Sugiura et al., 2014).

Opranuzanus uuc-3aeMeHToB. OCOOCHHOCTBIO TpaHC-
JSILMU B XJIOPOIUIACTAX SIBJSIETCS] M300MIINE IIUC-2JIEMEHTOB
(anemenToB nocnenoBarensHoctr PHK) B 5'UTR xmmopora-
ctaeix MPHK. B 5'-paiionax UTR niacTuIHBIX TPaHCKPHUIITOB
Haiinensl SD (Shine-Dalgarno)-nionoGHele mocienoBarelib-
HocTH (Sugiura et al., 1998), dyHKIINSI KOTOPHIX COCTOUT
B MHUIMAIMY TPAHCIIMN Yepe3 0003HaYCHUE KOPPEKTHOM
MO3MLIMU JUISl ACCOLMALMM TPAHCKPUIITOB ¢ pUOOCOMaMHu.
SD a3meMeHTHI B KOHCEHCYCHO MO3UIINK UMEIOTCS, IpUMeEp-
HO, y 1/3 XJI0pOIIacTHBIX I'E€HOB HA3eMHBIX PACTCHUH, 1 /IS
HEKOTOPBIX M3 HUX JEHCTBUTEIBHO MOATBEPIKICHO, YTO OHU
MHHALUNPYIOT TpaHCIAHo. OJHAKO Y OOIBITMHCTBA XJIOPOTI-
JIACTHBIX TEHOB OTCYTCTBYET XapaKTEpHO pacrojokenHas SD
MOCJIE0BATENLHOCTD, U CBSI3BIBAHUIO M/WIIM PACIIOIIOKEHHIO
MHUIMUPYIOLEr0 TPAaHCIALUI0 KoMIulekca Bronbs MPHK
CHOCOOCTBYIOT aJbTEPHATHBHBIC IHC-3JIEMEHTHI M TPaHC-
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neiictByronue daktopsl (Sugiura et al., 1998; Barkan, 2011;
Sugiura, 2014). Tak, y Tabaka TpaHCIALNSA TPAHCKPUIITOB
rbcL, atpE, rps14 3aBucuma, rpsi2, petB —yacTHIHO 3aBUCH-
Ma, a psbA, atpB — He3aBucuma ot SD mociienoBarebHOCTEH
(Lyska et al., 2013).

[Tokazano, 4T0 00IACTH WHUIMAIIUH TpaHCIAIu 6e3 SD
palloHOB MeHee CTPYKTypUpOBaHbI, yeM umeromue SD mo-
CJIEIOBATEBEHOCTH, OTCIO/IA ITPEIIONIOKEHO, UYTO JJOCTYITHOCTh
CTapT-KOZI0HA 0COOCHHO KPUTHYHA ITPH OTCyTCcTBHM SD B3an-
moneiictsuii (Tiller, Bock, 2014). OrcyTcrBre dpopMupoBanust
BTOPUYHOM CTPYKTYPBI BOKPYT CTapT-KOZIOHA, T0-BUANMOMY,
CHOCOOCTBYET PAcIO3HaBAHMIO TOUKW Havaja TPAHCISIINU
u cBsizpiBaHmIo 30S cyObenuuuibl pudocom. ITocite Toro xak
BBIOpaH CTapT-KO/IOH, B Mporiecc BoBiekaeTcs 50S cyObemu-
HHIIA, 9TO CIIOCOOCTBYET MPEBPALICHUIO TPEHHUIUHPYOIIETO
KOMILIEKCA B aKTUBHbIM WHULUUPYIOLUN, KOTOPBIH Jajiee
MEPEXOUT Ha CTAAUIO TTOHTAllNH.

MexaHU3MBbl Peryisuy (HaCTPOHKH) TPAHCIISIIIAH C TIOMO-
IO I[UC-JIEMEHTOB B 3HAYUTEJILHONW CTENEHU BAPHUPYIOT.
Taxk, psit abTepHAaTHBHBIX IHC-31eMenToB B 5'UTR mmactua-
HBIX TPAHCKPUITAX y4acTBYET B MHULIUALINH TPAHCIISIIAN IS
MPHK, xoTopsie He ucnons3yror SD nocienoBarensHoctd. Ho
CYIIECTBYET JIPYTOil BapHUAHT, IPU KOTOPOM OHU JIOTIOTHSIOT
SD mocnenoBaTenbHOCTH W 00€CIeYnBaIOT criennpuyec-
KyI0 PErylalui0 TPaHCISAIMM B OTBET HA CUTHAJBI STArloB
Pa3BUTHS OpraHI3Ma MK OKpykatoreit cpensl (Peled-Zehavi,
Danon, 2007). SD nocneoBaTebHOCTH reHa ps2 GyHKINO-
HHUPYET KaK HeraTHBHBIN PErYJSTOP TPAHCISILINH, C KOTOPBIM
TaKXXe B3aMMOJCHCTBYIOT TpaHC-IEHCTBYIOMNE (HaKTOPHI
(Plader, Sugiura, 2003).

PerynsitopHble 1uc-3ieMeHTs! Obln 00HapyxkeHsl B S'UTR
reHoB psbC, petD n rps7 Chlamydomonas (Zerges et al., 1997,
2003; Fargo et al., 1999) u rena atpB MPHK Tabaxa (Hirose,
Suigura, 2004) B cocTaBe MHIIEHEH JIJIsI TPAHC-IEHCTBYIOIINX
(hakTOpOB.

Tpanc-(hakTops! TpaHCISIIUN KOJUPYIOTCS B SIAPE U B OC-
HOBHOM CIeliM()UYHBI JJIs1 MHMBUAYaJIbHBIX TPAHCKPHIITOB.
OHN y4acTBYIOT B MHUIIHALIMN TPAHCISIIAK Y€PE3 CBA3bIBAHNC
cux 5'UTR, BRICBOOOXKAAsI CATBI CBA3BIBAHHS C PUOOCOMAMU
(Barkan, 2011; Prikryl et al., 2011). 311 (pyHKINH BBITOIHSIOT
PPR-6enxn, Takue kak PPR10, HCF152, CRP1, PPR38 (atpl-
atpH, psbH-petB, petB-petD n clpP-rpsl2 TpaHCKPHUIITOB
COOTBETCTBEHHO), KOTOpbIE paHee ObLIM MJICHTU(PHIIUPOBA-
HBI y apabuaorncuca, KyKypyssl, Mmxa Physcomitrella patens
(Meierhof et al., 2003; Schmitz-Linneweber et al., 2005;
Hattori, Sugita, 2009; Pfalz et al., 2009; Barkan, 2011; Prikryl
et al., 2011). Eme omun PPR-6emox, HCF107, naiineHnbrit
y apabuorncuca u KyKypy3bl, peryaupyer cTaOuIbHOCTh
u tpancisimio psbH tpanckpunra (Stoppel, Meurer, 2013).
OmnwuchiBaeTCst 0OTBIITOE KOINIECTBO HOBBIX TPaHC-(aKTOPOB,
HO KaK OHM B3aMMOJCHCTBYIOT C IMC-3JIEMEHTaMU — ITOKa
HE SICHO.

B xnopomnnacrax 1Mo cCpaBHEHHIO ¢ IPOKAPHOTaMHU Ipe-
o0naiaeT O3UTHUBHAS PETYISIINS TPAHCISAUH, B TO BPEMs
KakK y IPOKapuOT BTOPUYHAS CTPYKTYpa IIHUC-3JIEMEHTOB MU
6enka, cBsaspiBatomerocs ¢ MPHK, BeicTymaer B kauecTBe
MHTHOMPYIOMIEro TPAHCISIIMIO (haKTOpa, OMOKHUPYS AOCTYII
Kk caiity unuianuu (Gold, 1988; Kozak, 2005).

CxopocTb TpaHcsyu nHAnBUIyatsHEIX MPHK perymmpy-
€TCsl HECKOJIBKUMH TIPE/IToIaraeéMbIMU MeXaHn3Mamu: 1) us-
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Ta6nuua 4. CBofika ony6IMKOBaHHbIX CTaTel Mo 3KCMNPeCccUyi FeHOMOB OpraHesl y pacTeHri C MOMOLLbIO MUKPO3ppeN
(Makposppelt) 3a nepuog 2002-2014 rr.

OpraHunsm

Physcomitrella
patens

Kykypy3a (AumeHb
Kak nmpumep Kpocc-
BUIOBOW rnbpugn-

kAHK mnkposppen, MUP npoaykTb
(150-1500 n.H.) ana 47 reHOB nNnacTug,
9 MUTOXOHAPUANbHBIX U 15 ANepPHbIX reHOB

Chamydomonas
reinhardtii

Cyanidioschyzon
merolae

MweHunua

OnuUroHyKkneoTnaHbIN MUKpo3ppen, 128
30HA0B (68-71 HyKneoTua), reHbl XNopo-
nnactoB Tabaka, ycf n orf

Tabak, kapTodenb,
TOMaTbl

Apabugoncuc
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Tun Habopa reHoB

Makposppeit Ha membpaHe — lMNLP npoaykT
Kk 118 reHam 1 11 orf xnoponnactos

kAHK mnkposppen 13 220 lNLP 30Hg0B
(71-2373 n.H.), COOTBETCTBYIOLMX OTAENb-
HbIM FreHaM, MeXKreHHbIM yyacTkam

kOHK mukposppeir, 108 pparmeHtos AHK
[nA fJeTeKkummn Bcex reHoB MnacTug

kAHK munkpoappen, 79 MNMUP 30Ha0B
(88-1646 N.H.), COOTBETCTBYIOLMNX NPOTENH-
KOAVPYIOLMM reHam

kAHK mnkpoappen, 248 nepeKpbiBaloLLMXCA
MUP npopykToB (73-1653 n.H.), cocTaBnAto-
LMX BECb FreHOM NnacTug

kAHK mukpoasppen, 193 MNLP 3oHzoB
[NA NpoTenH-KoaupytoLwmx npob u orf

OnUroHyKNneoTUAHbIN MUKPO3PPEN 13 30H-
[10B K reHaM MUTOXOHAPWIA, SApa 1 XNopo-
nnacTos

Makpoappewn, 67 MNLP 30108
(200-1259 n.H.) K 60 reHam nnactug (6e3
TPHK), 7 ailepHbIM reHam, Heo6xogMMbIM
ons paboTbl nnacTmg

Makpoappen nwenunubl — MLP npoaykT 28
reHOB MUTOXOHAPUIA 1 5 reHoB Aapa, GyHK-
LIMOHANbHO BaXKHbIX /151 paboTbl MUTOXOH[-
puii, HaHeCceH Ha MemMbpaHy

kAHK mnkposppen, MUP 3oHabI K 887 Agep-
HbIM, 62 XTOPONAACTHLIM 1 27 MUTOXOHAPU-
asbHbIM reHam u orf

Makpoappeinr, 96 MNUP 3oHgoB (75-400 n.H.)
KO BCEM reHam, ncesgoreHam v orf 3BrneHbl

Makpoappet, 94 MNMLP npo6 K reHam nnac-
TUAHbIX NpoTenHoB, TPHK n pPHK
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JKcnepruMeHT

TpaHCnNacToMHbIN Tabak C OTCYyTCTBEM
PEP, cpaBHeHue sKkcnpeccnn € AUKUM TUMOM
pacTeHui

MpopocTKK, BbipalleHHble Ha CBETY/TeMHOTE,
RIP-chip aHanun3 MatK-cBasbiBatowmxca PHK

M3yyeHre TpaHcpopmaHToB 6e3 reHa TPHK
aprvHvHa

M3yyeH addpeKT notepu reHa Sig2 Ha «rnobanb-
HYI0» SKCMPECCUto reHOB NacTug,

MpeHtnoukayms PHK, accounpoBaHHbIx
c PPR 6enkamu y kykypy3bl (CRP1, PPR4, PPR5)
unun whirly y aumens (RIP-chip)

M3yueHvie HepOTOCMHTETNUECKIX MYTAHTOB,
HecyLyX MyTauuy B agepHom reHe Mcd1

Ponb koaupyembix A8poOM crma-pakTopos
B U3MEHEHUM TPAHCKPUNTOMA MiacTug npm
ClBUre TeMHOTa - CBET

KoopavrHauuma akcnpeccun reHoB

nnacTuabl — MUTOXOHAPUW AVHAMUYHO
MOAYNVPYETCA CBETOM U KNIETOUYHBIM LIMKIOM
y C. merolae

MpopacTatowme cemeHa 1 NPOPOCTKN Ha 3
pa3HbIX CTaAMAX Pa3BUTUA

WccnepoBaH «steady-state» ypoBeHb Mu-
TOXOHAPUASTbHBIX V1 HEKOTOPbIX AZEPHbIX
TPAHCKPUMTOB Ha PaHHVIX CTaAWAX Pa3Bu-
TVSi NPOPOCTKOB MLEHMNLbI B HOPMasbHbIX
1 CTPECCOBbIX YCII0BUAX

CpaBHeHMe 3KCNPeccuyi reHOB X/I0POoMIacToB
1 3TMONMACTOB Y PAaCcTeHUIA KyKypy3bl Ha CTa-
AMK 2 IMCTOBBIX MPOPOCTKOB

CospeBaHme nao[oB TOMaTOB, KOHBEPCUA
xnoponnacTt—-xpomonnacTt

12 pa3nuyHbIX CTaguii pa3BuUTUA N BO3[eN-
CTBMe CTpecca

AlnepHble MyTaHTbl apabugoncurca c Hapylue-

HUAMK GYHKLMOHMPOBAHNA XJ10POMNacTos

B Pa3/INYHbIX YCNIOBMAX NPOMU3PaCTaHNA

1 NOf, BO3AeCTBMEM Pa3INYHbIX CTPECCOBbIX
baKkTOpOB, laHHble ConoCcTaBieHbl C ony6nu-

KOBaHHbIMW pe3yfibTaTamy SKCNeprMEHTOB

¢ Affymetrix 22K ATH1 unnom aumeHs

JlntepatypHbI
VNCTOYHMNK

Nakamura et al.,
2003a; Zoschke et
al.,, 2010

Nagashima et al.,
2004

Schmitz-Linneweber
et al., 2005; Melonek
etal, 2010

Siniauskaya et al.,
2008

Khanam et al., 2007

Kahlau et al., 2008;
Valkov et al., 2009;

Cho etal., 2009
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OpraHusm Tvn Habopa reHoB

MpuBOAMTCA AN3aliH MUKPO3PpPEN, AeTallb-
HbIl npoTokon meyeHus PHK n nocnepytowien
rmépuansauymn. NposeneH NPO6HbIN SKCne-
pumeHT Ha PHK orypua n PHK gp. TakcoHos:
apabugoncuca, Tabaka, ToMaTa, WNNHATA, Ca-

Orypel (kpocc-
BMAOBas rmbpuan-
3aumA Ha 9 Bupgax
13 CaMbIX pasnny-
HbIX TAKCOHOB)

OnuUroHyKneoTUaHbIN MUKpo3ppen, 1629
ONITOHYKNEOTUAHBIX 30HAOB, Kak 00blY-
HbIX, TaK U «TUIINHI» 30HA0B, PaBHOMEPHO
pacnpefeneHHbIX Mexay KogupyoLwmm

N HEKOAMPYIOLMMI yHacTKamu

JKcnepMeHT

JlutepatypHbi
UCTOYHUK

Zmienko et al., 2011

narta, NoLiepHbl, 10TOCa, TONONA, AYMEHA. ITOT
MUKPO3ppelt — OTAIMYHOE MHOTOCTOPOHHee
npucnocobnexve ana rnobanbHbiX GyHKLMO-
HaJIbHbIX UCCNIe[0BaHMIN FEHOMOB NacTug

WccnepoBaHue n3meHeHU B MNacTUAHOM
TPaHCKpUNTOMe 1 B paboTe TPaHCKPUMLNOH-
HOro annapara y pacteHuin Ha yposHe MPHK

Apabugoncuc OnUroHyKNeoTUAHbIN MUKPO3ppPen
(60 N.H. 30HAbI), CEHC-, AHTUCEHC 30HbI,

BECb NNACTUIHBIV TPAHCKPUNTOM

Allorent et al., 2013

1 6enka Bo Bpems Tpex cTaaunii GopMupoBaHns
cemsH. Pe3ynbTaTbl CBUAETENBCTBYIOT O TOM, KaK
6bICTPO MOXET MPOVCXOANTb BOCCTAHOBIIEHNE
paboTbl TPAHCKPUMLIMOHHOIO annapata nnac-
TUA NPU 3aMaurBaHNm (MpopacTaHNn CEMAH).

MEHEHHEM OKUCIIUTEIbHO-BOCCTAHOBUTEIBHOTO TOTEHIIATIA
(redox regulation), yepes KOTOPOE CONPATAIOTCS TPAHCIISIINS
1 (OTOCHHTETHYECKHUH EPEHOC IEKTPOHOB; 2) MEXaHU3MOM
ABTOPETYJISILINH, COSTUHSIOIINM TPAHCIISIIHIO U COOPKY OeITKo-
BBIX KomImiekcoB xsoporuractoB (CES — control by epistasy of
synthesis). CES mexanu3m nopo0OeH HeraTHBHOM PeryJsiiuu
y npokapuor (Kozak, 2005). KommnoneHnTsl MeMOpaHbl, He
BOIIIE/IIINE B KOMILIEKCHI (T. €. CIIM KOMIIOHEHTHI MeMOpaHBI
MIPUCYTCTBYIOT B M30BITKE), TIOJABISIIOT WHHUIMALNIO CBOCH
cobcreenHoi Tpancisinun uepes S'UTR. Takas aroperyisi-
151 — OCHOBHAS YepTa IUIACTH] Y XJIaAMHIOMOHA, TIOA00HBIH
THII PETYISIINY yKe OnncaH Jutsi reHa rbel Tabaka (Wostrikoff,
Stern, 2007).

TpaHcmAMs XJIOPOIIACTHBIX TPAHCKPHUIITOB ITPOUCXOANUT
10 TUITY TPAHCKPUINT-CIELH(PHYCSCKOM perymsiui (T. e. bonee
CreUaIM3uPOBaHa) M0 CPABHEHHIO C TPOKAPHOTAMH.

VYCTaHOBIEHO, YTO TPAHCIISILMOHHBIN anmapar MiIacTuj
TOHKO pearupyer Ha aOMOTHYECKHH cTpecc, 0COOCHHO
temreparypHbiit (Xu et al., 2013). YpoBenp OGonblInHCTBA
mractuaaeix MPHK ocTaercs OTHOCHTENBHO HEM3MEHHBIM
B YCJIOBHSIX CBET—TEMHOTA, HO CKOPOCTH TPAHCIISIIUH PE3KO
BO3pacTacT Mpyu U3MCHCHUN OCBCLICHHA, CTaAUU pPa3BUTUA
WIH TIPY BIIUSIHUM UHBIX (paKTOPOB, HAIIPUMEP CO3PEBAHUML.
Ot0 obecrieunBaeTCst Yepe3 CyIecTBOBAaHNE U (DYHKIMOHHU-
pOBaHKE MHOXECTBA TPaHC-(PaKTOPOB TPAHCIISLIMH, KOTOPbIE
YYacTBYIOT B aJaITHBHOM BHIOW3MEHEHUH IIPOLIecca, a UMCH-
HO B IUTACTUYHOCTH TPAHCIISIIIMOHHON CHCTEMBI XJIOPOIIACTOB
B OTBET Ha pasinuHble Bo3aeicTBus (Sugiura, 2014).

[To Bcei BUAMMOCTH, TPAHCIIALIMOHHAS aKTHBHOCTB ILIAC-
THJI TCHEPUPYET PETPOTPAIHBIN CUTHAJI, BIHMSFOLINHA Ha CIICIH-
(bnuecKue acreKThl paCTUTENILHOI aHATOMHUU ¥ MOP(OJIOTHH,
HO KaK 3TOT CHUTHaJ BKJIIOYaeTcs (Te OH BXOIWT) B KpaiiHe
CJIOXHBIN TIel3ak B3aMMOOTHOIIICHUH IITACTHABI — PO — He-
obxoaumo erte yecranosuth (Tiller, Bock, 2014).

[Mocnenuue necATHIeTHS 3HAMEHATENIBHBI ISl Pa3BUTHS
BBICOKOPA3pPEIIAIOINX METOOB B OHMOIOTHH. DTH METOIBI

MIO3BOJIMJIM HCCIIE/IOBATENSIM C(OKYCUPOBATHCS HAa U3YyYECHUH
LENTOCTHBIX CUCTEM (T€HOMOB, TPAHCKPUIITOMOB HITH ITPOTeE-
OMOB) BMECTO HCCJICIOBAHHS WH/IUBH/IYAIbHBIX T€HOB WIIH
nyteil. [lpumepHo 3a necsrunerue ucnonab3oBanue JJHK mux-
poappeit (microarray) CTajo THANPYIOMIEH METOAOIOTHEH TS
n3ydeHns oomieit (TmodanbHOi) SKCIIpeccHy TeHOB B PACTEHHU-
ax 1 %uBOTHBIX. JIHK Mukpo3ppei — MynbTHIIIEKCHAS TEXHO-
JIOTHsI, HCTIONb3yeMasi B MOJICKY/IIPHOM OHOJIOTUH M METHIITHE
(Schena et al., 1995; Kehoe et al., 1999; Stoughton, 2005).

IIpumeHeHrEe TEHETUYECKUX YUIOB (MUKPOAIPpE) st
M3y4EHHs 3KCIPECCHH T€HOMOB KJIETOYHBIX OPTaHEI U
B3aMMOJICHCTBUS UX C SAPOM — 3aKOHOMEpHAsl CTYICHb B
pa3BUTHH MCCIICNIOBAHUIN B JaHHOW oOiactu. B Hacrosiiee
BpeMS MMEEeTCs JOCTATOYHO OONBIIOE KOIMYECTBO padboT
M0 MCCIIEJOBAHHIO HKCIIPECCHUH I'CHOMa OPraHeNJI, KpaTkKas
CBOJIKa II0 3TOMY BOIIPOCY NpHBeaeHa HWxke. Kak BuaHO U3
Tab1. 4, 3TO MAaKPO- M MEKPO3PPEii IKCIIEPUMEHTHI C CAMBIMU
Pa3IUYHBIMHY 33/]a9aMH, PelIasi KOTOPbIC UCCIIEA0BATEIH IThI-
TAIOTCS BBINTH HA KOHKPETHBIE T'€HBI C OLIEHKOM UX (DYHKIIUU
B CHCTEME B3aMMOACUCTBHS SAPO—LINTOIUIA3MA U BIIUSHUS
9THX B3aUMOJICHCTBUI Ha Pa3IMYHBIX dTanax peaau3annu
reHEeTUYECKOI HH(POPMAIIMHU XJIOPOIIIIACTOB U MUTOXOHIPHH,
OT TPAHCKPHUIIIINHU JI0 TPAHCIISILIUH.

Panee B maboparopun HEXpOMOCOMHOI! HACTIEACTBEHHOCTH
Wl'ull HAHB Obuia co3maHa mMonerbHas KOJUICKIHUS ajlio-
TUTa3MaTHYeCKuX JTUHUH stamenst (Hordeum vulgare L. ssp.
spontaneum) ¢ MApKUPOBAaHHBIMH T€HOMaMH XJIOPOILIACTOB U
MUTOXOHApU. Ha 0cHOBaHMM U3yUYeHHUsI JAHHOU KOJUIEKIIUU
MIOKa3aHo, YTO 3aMEIIEHHUE S1/Ipa Ha Pa3INIHbIX IUTOIIa3MaTH-
YeCKHX (OHAX MPUBOIUT K N3MEHEHHIO Psi/Ia XapaKTEPHCTHK
(hOTOCHHTETHUECKOTO arapara: CoaepKaHus XJI0popHILIOB 1
KapOTUHOMIOB, KOJIM4eCTBa Q -HEBOCCTaHABIMBAOLINX LIEHT-
poB ®C2, He(hOTOXUMHUIECKOTO TYIIEHUSI XJIOPOPHIIIOB H JIp.
(umkeBuy u ap., 2006). [lyis uccnenoBaHus MOCIEACTBUN
3aMEIEHNUS Ha MOJIEKYJIIPHO-TEHETHYECKOM YPOBHE (YPOBHE
IyJla TPaHCKPHUITOB) ObLT pazpadboran Hadop JHK 30H10B K

HeXpOMOCOMHaﬂ HacneaACTBEHHOCTb
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JKCMpeccus XAoponIacTHOrO reHOMa: COBPEMEHHbIE
npeacTaBeHns 1 SKCNepUMeHTanbHbIe NyTU U3yYeHus

F€HOMAaM XJIOPOIIACTOB U MUTOXOHJIPHUI, KOTOPBIA CHayaja
HaHECIH Ha MeMOpaHy, TOITy4uB Makpo3ppeii (Siniauskaya et
al., 2008; CunsiBckas u ap., 2012), Ha cTeKIJI0 — MUKpOAppeit
(66 30HI0B K FeHaM OpraHesll, a TaKKe AAePHBIM T'eHaM, OpH-
EHTHUPOBAHHBIM (PyHKIIMOHAIBHO B XJI0porutacTel). [IpoBeneH
9KCTIEPUMEHT 110 MUKPOA3ppEel THOpUAN3ALNH JaHHBIX TPOO
¢ ¢umroopectieHTHO MeueHoi kJIHK stumens. Takum oOpazom,
HavaTo M3ydeHne npodureii SKCIpeccuy TCHOB MUTOXOHIPHIA
1 XJIOPOIUTACTOB Y JINHUH aJIOIIa3MaTHYECKOTO STIMEHS U X
JYIUTIa3MaTUYCCKUX aHAJIOTOB B HOPMAJIbHBIX YCJIIOBUAX U ITIPU
MIEPUOIMIECKOM TeMIepaTypHoM cTpecce. OOHapyKeHO, 9TO
YPOBEHb TPAHCKPHIITOB OTHOTO 1 TOTO K€ TeHa MOXKET 3HAYH-
TCJIBbHO U3MCHATHCA B 3aBUCUMOCTHU OT KOHerTHOﬁ AACPHO-
IIUTOIIIA3MAaTHUECKOM KOMOMHAIIMY KaK B HOPME, TaK U TIPH
ctpecce. TemreparypHslii cTpece B 00IIEM BIUSIET HETaTHBHO
Ha Iy TPAHCKPHUIITOB, YMEHbIIAsA UX KOJTHYECTBO.

BoIsIBICHBI HEOTHO3HAUHBIC PA3INYMs B YPOBHE TpaHC-
KPHNTOB OTENBHBIX reHoB D C2 (XII0poIIacTsl) ¥ KOMITIEKCa
I,V (MuToXoHIpHii) MEXy aJlJI0MIIa3MaTHI€CKUMU JIMHUSIMHU
U COPTOM SIUMEHS-JIOHOpA siApa. [y ofHUX reHOB HanOOIIb-
IIAH YPOBEHb TPAHCKPHIITa OBUT y MCXOIHOTO COPTa, a I10
JIpPyT'HM FeHaM — Y ajuloIuiazMaTuyeckux JiuHuil. [lo-sunumo-
MY, 3TO TIPOSIBIICHUE TOTO, UTO SIIEPHO-IUTOIIIa3MAaTHIECKIE
OTHOIICHUS BUJAOU3MEHSIOT BO3MOXKHBIH OTBET PaCTCHHS
Ha cTpecc (TemIeparypy), T.€. ONpEesioT aJalTHBHOCTb.
B Hacrosiiee BpeMs oy deHHbIE PE3yIIbTaThl BEPHPUIHPY-
torcsa meronaMu qRT-PCR, RT-PCR u, koHeuHO, HY>KIar0TCst
B JlaJIbHEWIIEH MTPOBEPKE.

Taxkum 06pa3oM, B TaHHOM 0030pe MPEANPHHSTA MTOTIBIT-
Ka coOparh M NMpoaHaIN3MpOBaTh MH(POPMAIHIO 00 3Tamax
9KCIPECCUM T€HOMA IUIACTH/I, IT0Ka3aTh MHOTOYPOBHEBOCTh
1 11€716C000Pa3HOCTh PETYISAIMN U B3aMMO3aBUCHMOCTb ITPO-
MCXOJSIIINX B PA3HBIX KOMIIAPTMEHTAX KJIETKH MPOIIECCOB.
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