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DKCITpeccus XJIOPOIUIaCTHOTO reHoMa:

COBpEeMEHHDbIEe ITpeACTaB/ICHUSA

N 3KCIIEpMEHTaJ/IbHbIE IIVTU NN3YVUEHIA

M.I. Cunsickas, H.I. Aannaenko, H.B. Ayxanuna, A.M. lllnmxesny, O.I. AaBbipeHKO

locynapcTBeHHOe HayuHoe yupexaeHue «/MIHCTUTYT reHeTukn n uutonorumn HAH benapycun», Munck, benapycb

YHUMKanbHbIM CBOMCTBOM PacTEHN ABNAETCA HaNn4yme, Kpome reHoma
AApa, ABYX BHeAAEPHbIX FeHOMOB B X/10poriactax  MUTOXOHAPUAX.
[eHoM xfTopoONNacToB OTHOCUTENBbHO HeBenuk — 100-120 reHos,
KOTOpble KOAMPYIT MeHee 5 % Bcex HeobxoanMbIX Ansa GyHKLMOHU-
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: TPAHCKPUMLUA,
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 opraHn3ma abconioTHO
HeobXOAMMO AN NMOMHOLEHHOTO Pa3BUTUA pacTeHKs, afjanTauum
(nnacTnyHocTm) K bakTopam 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-LMTOMNNAa3MaTUYECKOrO CUFHaNMHTa
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).
MprBefeHbl pe3ynbTaTbl COOCTBEHHbIX UCCIE[0BaHNNA.

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 NASB, 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-nonumepasa, kogrupyemasa reHoMom
XN10pONNacTos

NEP - PHK-nonnmepasa, kognpyemas reHoMmoMm
agpa

OC1 - poTocucrema 1

OC2 - poTocucTema 2

dRNA-seq - auddepeHunanbHoe PHK cekBeHu-
poBaHue

o-dpakTop - curma-dakTop

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

UTR (untranslated regions) — HeTpaHcAnpyemas
06nacTb TPaHCKpuWnTa

HKPHK - Hekopnpytowasa PHK

PNPase (polynucleotide phosphorylase) - nonu-
Hykneotug docdopurnasa

RNase — puboHykneasa

IR — NHBEpPTUPOBAHHDI NOBTOP

PPR-6enku (pentatricopeptide repeat proteins) —
6efKuM C NeHTaTPUKOMNENTUAHBIMI NOBTOPaMM
MORF (multiple sites organellar RNA editing
factors) — 6enok-pakTop 3aUTHHra, HEOOXOAUMbINA
ANA pefakTUPOBaHNA MHOTUX CaliTOB

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

SD - nocnepoBatenbHocTb WarH - JanbrapHo
qRT-PCR - MNLP B pexnme peanbHOro BpeMeHu
RT-PCR - nonnmepa3sHas uenHasa peakuymsa 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), TOCTATOYHO CTAOMIIBHBIX KOMIUICKCOB.
VY pa3HbIX BUAOB PACTCHUH IIJIACTHU/IHBIE OIIEPOHBI KOHCEPBA-
tuBHBI (Kapoor, Sugira, 1998). Berpewarores MOHO-, AH- H
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 nweHuubl (no: Ogihara et al., 2000; 2002)

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

trnY
Benkun potocnH-  PsdA, -B, -C, -, -J
e i
annapara PbABCDERHASKLMNT .

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

BENKN oo
rps 2, rps3, rps4, rps7, rps8, rps11, rps12, rpsi4, rpsi5,
rps16, rps18, rps19

Benkun TpaHc- rpoA, rpoB, rpoC1, rpoC2

KDUTILOHHORG] """ s s nssnsnssanssnssnsnssnssnssnssnssnsons

TPaHCNAUMOHHO- infA

ro annapaTtos

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 meTomom
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 Oesiok? Hanmuue ToJIbKO 0HOTO
Kakoro-moo tumna nomumepassl, NEP i PEP, HegocTaTtouno
Uit OMoreHe3a (POTOCHHTETUYCCKH KOMITETCHTHBIX XJIOPO-
JIACTOB, TaK KaK HEKOTOPBIE TeHBI XJIOPOTIACTOB HYKIAIOTCS
B TPAHCKPHITIIIHA KOHKPETHOM MOIMMepa30ii st COOTBETCTRBY-
OLLET0 YPOBHS 3KCIIPECCHUH, OJTHAKO 1TOoTepsi akTuBHOCTH PEP
MeHee TpaBmaruyHa st pactenus (Allison et al., 1996; Hess,
Borner, 1999; Swiatecka-Hagenbruch et al., 2008).

NEP moxet ObITh TipesicTaBieHa aByMs Tarmamu PHK mo-
mumepas: RpoTp (bynkumonupyer B miactuaax) 1 RpoTmp
(y mBynompHBIX (DYHKIIMOHHPYET W B MHUTOXOHAPHUAX, U B
wractuaax). [lokazana GpyHKIrOHaIbHAS 3HAYMMOCTE RpoTp

NHbopmauua o kogmpyemom npoaykte

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

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

OTKprTbIe PaMKn CYHNTbIBaHUA, KOHCepPBaTUBHbIE Cpean
n1acTOMOB 3/1aKOB

KakK Ha paHHEH, TaKk M Ha MO3JHEH CTa/JnsIX BETeTaTHBHOTO
pa3BuTHus pacteHuil (apadbumornicuc). RpoTmp ocobenHo
Ba)KHA Ha paHHEH craguu (apaOHWIOIICUC), HA KOTOPOH OHA
BBITIOTHSACT CIIEU(UIECKYI0 (DYHKIIUIO TPAHCKPHIIIMU ITN
onepona (Courtois et al., 2007).

CoBpeMeHHOE Pa3BUTHE MOJIEKYISIPHONH OMOJOTHH T03-
BOJISIET OJHOBPEMEHHO M3y4aTh 0COOCHHOCTH HAKOTLICHHS
TPaHCKPUIITOB 60J'II)HIOI‘O Yucijia r€HOB B pa3JIMYHbIX OGT)CKT&X
C TIOMOIIIBI0 MHKPO3ppeit (Makpoappeit). imeeTcs psi nccie-
JIOBAaHWUH 110 TCHOMUKE OPTraHeIul, IPOBOANMBIX C TIOMOIIBIO
MHKpO3ppeii (MaKpoIppei) MOIX010B, TIO3BOJISIONIHUX ITyOKe
W3yYUTHh 0COOEHHOCTH pabOThI HKCIPECCHOHHOTO armapara
KJIETKH PACTEHHH.

KomMmIutekcHOe ucclieioBaHUE TPaHCKPHUIITOMA IJIACTH/
TOMAaTOB BO BpEMS Pa3BUTHS U CO3PEBaHUS IUIOJOB IPH
KOHBEPCHH XJIOPOIUIACT —XPOMOIIJIACT MOKa3ajao, 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 — eTMHCTBEHHBIN TUTACTUIHBIA T'eH (BXOIUT B LUK

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

Ta6nuua 2. Bo3MOXXHble MOHO- 1 NMONNLNCTPOHHbIE
TPAHCKPUMLMOHHbIE KOMMIEKCh! (ONepOHbl) NNacTUAHbIX reHOB
Ha npumMepe sumMeHs (no: 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 reTePOosIOrMUYHbIMU
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
JKEHCKHX LIBETKOB Y OI'ypIia BbISIBUJIO 3HAYUTEILHOE YBEIIYe-
HHE KOIMYECTBA TPAHCKPHUITOB 13 reHOB prOOCOMHBIX OSITKOB
u rpoA, clpP, ycfl, ycf2, ycfl5 B 1BeTKax NpH CUIILHOM pe-
npeccupoBaHuy (POTOCHHTETUUECKUX I'eHOB. Harnboree spkuii
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 ocyriecTBsIeT CCHUPUUCCKY0 HHUIIMAIIUIO 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
JUTA TpaHcKpunwn reHa ndhF. SIGS HeoOxomum s paciio-
3HABaHUS CBETO3aBUCHMOTO IIPOMOTOpa (0T rojiy0oro 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
komriekca AT®-cuHTa3bl (BaKHEHIIEro it GOTOCHHTE-
THYECKUX MPOLECCOB U JAbIXaHus) u o-hakropos (Ghulam
et al., 2012). ¥V Bbiciux pacreHuid reubl AT®-cuHTa3HOTO
KOMIUIEKCA pa300IeHbl U OPraHW30BaHbI B [[Ba OINEPOHA,
6onbioit (atpl/H/A) n mansiii (atpB/E). Ha apadbunoncuce
MPOAEMOHCTPUPOBAHO, KaK B XJIOPOILIACTaX IPEOJI0IEBACTCSI
(hmzngeckast pa3oOIIeHHOCTh KiacTepa reHoB ATd-cuHTa3-
HOTO0 KOMIIIeKca (atp) ¥ KOOPANHHUPYETCSI €70 TPAHCKPHUITIIUSL.
006a nmpomoTopa atp ornepoHoB PEP-3aBucumbIe 1 TpeOyIOT G-
(hakTOPBI 15 CIeNN(UIECKOTO PACTIO3HABAHHS. TpaHCKPHTI-
ST 3TUX OTIEPOHOB HHUIIMHUPYETCSI OTHUM 00mNM G-(akTo-
pomM, SIG2, KOTOPEIH OmpeneseT CHHTE3 0a3UCHOTO YPOBHS
MPHK reHoB atp, Komupyromux pa3andHble CyObeTnHUIIBI
AT®-cunraspl. [lanee B TpaHCKPUILUMOHHON MHHULIMALUU
OOJIBIIOrO ¥ MAJIOTO OIEPOHOB afp y4YacTBYIOT G-(pakTOpEI
SIG3 u SIG6 cOOTBETCTBEHHO, KOTOPBIE MOIYIHPYIOT KC-
MIPECCHIO T'€HOB afp B 3aBUCUMOCTH OT (PU3UOJIOTHUECKHUX H
HPUPOAHBIX yclioBuil. CoueTaHue perysIsiiuy TPAHCKPUITLIUH
atpH MPHK SIG3 ¢axropom u ciertuduyeckast crabnmm3arms
9THX TPAHCKPHIITOB uepe3 B3anmoeictaue ¢ 6eaxom PPR10,
BO3MOYKHO, SIBIISIETCS JIUISI XJIOPOIJIACTOB MEXaHM3MOM KOHT-
PoJIst 3KCIIpeccuu TeHa atpH, koqupytoriero cyosennHuts: C
u paszmep C xonbua y AT®-cuHTa3bI.

HeXpOMOCOMHaﬂ HacneaACTBEHHOCTb
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Ta6bnuua 3. Crma-dakTopbl pacTeHUn 1 nx GyHKLMOHaNbHaA ponb B nnactuaax (Ha npumepe apabugoncuca)

(no: Lerbs-Mache, 2011 ¢ gononHeHuAMN)

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 TpPaHCKPUNLUUA 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,

B3anmopelcTaue c DG1**

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).

3KCI'IpECCI/I$| reHoma njiactupg B OHToreHese

W3HauanbHO OblIa MpeJUIoykeHa TaK Ha3bIBaeMasi «KacKaaHas
Mojens akTuBanuu 1azmMona depe3 NEP» (Liere, Maliga,
2001). Kak monaranau, aktuBHOCTh NEP HeoOxomuma st
nHunuupoBanus PEP Ha paHHuX craausx pasBUTUS XJIOPO-
IIACTOB ITyTEM TPAaHCKPUIILIAHU ONIEPOHA, COAEPIKAIIErO TeHbI
rpoA n rpoB cyowenunui PEP. 3arem NEP B Gornbiueit mepe
3amernaercst Ha PEP, u nocienssist cenekTHBHO TpaHCKpUOH-
pyeT reHsl (JOTOCHUHTETHUECKUX KOMIUTIEKCOB. 1o Mepe Toro
KaK MOSBISIOTCS (POTOCHHTETUYECKH 3PEIIble XJIOPOIIIaCTHI,
aktuBHOCTh PEP cHmkaeTcst 1o ypoBHs «steady-statey. Jrta
THIIOTE3a OCTATOYHO XOPOIIO OOBSCHSIA PETYIAIINIO TEHOB
IUTaCTH]] B OHTOT€HE3€E, OTHAKO PE3YIILTAThl MHOTUX MTOCIIETY-
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OIINX UCCIIEA0BAHMH MO TPAHCKPUIIIINU CBUAETEIHCTBOBAIIH
00 nHOM.

B pa6ore Cahoon ¢ komuteramu (2004) Ha KyKypy3e rokasa-
HO, 4TO IT0 MEPE PA3BUTHSI XJIOPOIUIACTOB AKTUBHOCTH 000X
THIIOB TTOJIMIMEPa3 yBEININBACTCS, HO HAOIIOIaeTCs pa3HULA
B CTaOMJIBHOCTH UX TpaHcKpuntoB. KomnuecTBo epmenTa
NEP yMeHblL1aeTCsl 110 Mepe B3pOCJIEHUS PACTEHMI, U Ha-
OrrotaeTest TOBBIICHHAS JISCTa0MIIN3AINS €€ TPAHCKPHIITOB,
OJIHAaKO 3a CYET MOBBILICHHS] aKTUBHOCTH JIAHHOW TOJIMIMepa3bl
B 3penbIX xjopomnactax ypoBeHb MPHK, npogyuupyembix
NEP, ocraercst B xireTke npumMepHo TeM ke (Cahoon et al.,
2004). TpanckpunuuonHas aktusHocTh PEP pactet 1o mepe
Pa3BUTHS XJIOPOIIACTOB ITPY HEU3MEHHOM HIIH 12K YBEIIH-
YHMBAIOIIEMCS yPOBHE CTAaOMIIBHOCTH e¢ TpaHCKpHUnToB. [1o-
stomy Cahoon ¢ xoyeramu (2004) oTMETHITH XapaKTePHYIO
4YepTy SKCIIPECCHN TeHOMa IIACTH/I B OHTOTEHE3€ — Pa3InINe
B HAKOTIJIGHUH TPAHCKPHUIITOB T€HOB, TPOLYyIUPYEMBbIX JIBYMSI
nonumepasamu, NEP u PEP. B npouecce pazsurus miactuj
KOJIM4ecTBO TpaHCKpunToB NEP npaktudyecku He MEHSUIOCH,
a xonn4ectBo TpaHckpuntos PEP ysenmuunBanocs.

Janee Ha apabuoncuce U MIMUHATE ObUIO IIOKA3aHO, YTO
NEP u PEP y>xe u3HaqanbHO IPeACTaBICHbI B CEMEHAX, a IpH-
meHenue Tagetina (crienuduueckoro HHrHOMTOpa AKTUBHOCTH
PEP) nonreepamio, uro PEP HeoOxonnma aiist 5 dekTHBHOTO
MIPOpaCTaHUs CEMSTH, TaK KaKk 00€CIEUNBAET TPAHCKPHIIIIUIO
pudocomansHbix PHK (Demarsy et al., 2006). Dtumu xe uc-
ClIe/IoBaTeNIsIMU OOHAPYKEHO, YTO TP MPOPACTAHUM CEMSH
apabunoncuca Bce Tpu nomumepassl NEP (RpoTp, RpoTmp u
PEP) aktuBHO cuHTE3MpYIOT HOBBIE TIacTuHble MPHK yixe
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Ha JTarne 3amauuBanust/crparudukanuy cemss (craaus 0+).
RpoTp tpanckpubupyer reHsl pubocoMHbIX OenkoB u PEP
cyobpenunmi, a RpoTmp u PEP — onepon 7RNA. Ilepenoc na
cBeT (cTaaus mpopacTtanus nociue 0+) 3amyckaeT TpaHCKPHII-
uro ocpenctBoM PEP oTocrHTeTHYE CKH 3HAYMMBIX TEHOB
(rbcL Tpanckpubupyercs nepseiM). [To Mepe nanpHelnero
pasButus npopocTkoB (ctaaus 1-2) PEP nponomxkaer akTus-
Hyt0 TpaHcKpumuio reHoB PC1, @C2 1 3neKTpoH-TPaHCTIOPT-
Hoit et (Demarsy et al., 2012).

Yucno cunte3npoBaHHbix NEP TpaHCKpHUNITOB reHOB CyOb-
enuantl PEP 1 6enkoB prbocom co craguu 0+ pesko mepecraer
pacTH ¥ HJIET Ha ciaJl, a Ha cTaanu | (MOosSBICHNE KOPEIIKOB)
MOJJIeP>KUBAETCA Ha ONPEACIEHHOM CTaOMJIBHOM ypOBHE
n6o ymenbIaercs. ®aza Beicokoii akTuBHOCTH NEP — cambre
paHHHUE ATalbl MIPOPACTaHMs CEMEHM apalujorcuca — xa-
PaKTEPU3YyETCs BBICOKMM YPOBHEM TPAHCKPUIILUHU BCETO
IUIACTUAHOTO T€HOMA, MPUBO/IS K TIPOAYKIINH (CIUTHIBAHMUIO)
anTucMbicioBeiX PHK ¢ reHoB, J10Kaln30BaHHBIX Ha MTPOTH-
BononiokHo# nenu JJHK. OTMeruM, 4TOo KOJTUYECTBEHHOE
COOTHOHIEHUE CMBICIOBBIX M aHTUCMBICIOBBIX PHK mis
npeoOnanaromero OonpmuHCTBA TuTacTHAHBIX MPHK u3-
MCHSAJIOCH B 3aBUCUMOCTHU OT CTaJlUM Pa3sBUTUA PACTCHUA U
muddepennmarun wiactug. CTaanu CTpaTHQUKAINT U T10-
sBieHus KopHs (0—1) XapakTepru30BaJINCh BEICOKUM YPOBHEM
anTucMbIicI0BEIX PHK npu MajJoM 3HAYCHHUU OTHOLICHUA
KonmiecTBa cMBICIIOBBIX PHK kK aHTHCMBICTIOBBIM (CMBICIIO-
BBIC/aHTUCMBICIIOBBIC). B 3eeHbIX TKaHsX (cTagun 2—4 —pocT
KOPHSI, 3eJICHEHUE MMPOPOCTKOB, PACKPBITHE CeMsA0eH) s
6ompimHCTBA ITACTUAHBIX MPHK CMBICTOBBIX TPaHCKPHUIITOB
3HAYUTEIILHO OOJIBINE, YeM aHTHCMBICIIOBBIX, TI03TOMY OTHO-
HIeHue cMbicioBbie/aHTHCMBbICIOBbIe PHK yBennuuBaercs
(Demarsy et al., 2012). HescHo ¢yHKIMOHATBEHOE 3HAYCHHE
obpazosanus antucmeiciaoBeix PHK, nmeer au ono peryis-
TOpHY0 QYHKIHUIO nepekiroucHus nojumepas ¢ NEP na PEP,
WM 3TO COITYTCTBYIOIEE JAHHOMY ITPOIIECCY SIBICHUE.

XapakTepHOW Y4epToil HKCIIPECCHH TEHOB B XJIOpOIIIacTax
HA3eMHBIX PACTEHUH SIBIISIETCS CIIOKHOCTD MOMYJISALNY (TTyJ1a)
monexyn PHK, BOHHKarOmMMX Mpy TPaHCKPHITIIAH OOJIBIITHH-
crBareHoB (Barkan, 2011). [Tyn mimactunasix PHK conepxnt
MIepPBUYHBIE U IPOLIECCUPOBAHHBIE («3PEJIbIe) ) TPAHCKPHIITHL.
Pa3nooOpasne TpaHCKPUNITOB B XJIOpOIIIacTax oOpasyercs
MIPY MHULUALUH TPAHCKPHITIHN HE C OJHOTO IIPOMOTOPA, a C
Pa3HBIX (JUI OTHUX U TEX K€ T€HOB), Aajiee — C MOCIeTyIOIM
npoueccuarom PHK 1o MHOKECTBY pa3InyHbIX BO3MOMKHBIX
caiitoB. [Ipumep, Noka3pIBaIOMINIT BO3MOXXHOCTbH HAKOTIIICHUS
Pa3JIMYHBIX TPAHCKPHUIITOB JUIsl TEHHOTO Kiacrepa, — psbB
onepon (Barkan, 1988; Westhoff, Hermann, 1988). Oxna
npoba K JaHHOMY KOAMPYIONIEMY PailoHy MO3BOJISIET UICH-
tudunrposars 15 u Ooyiee TUIOB TPaHCKPHUNTOB (Stern et
al., 2010).

IIpoucxonsmue nocne tpanckpunuuu PHK-nponeccunr u
CTa0MIM3aIMs — Ierpaialys TPAaHCKPUIITOB 00Jiee 3HAYMMBbI B
PETYISIINAN SKCTIPECCHH TeHOMa IacTuA (padoTe TuIacTwn),
yeM cama Tpanckpunuus (Del Campo, 2009).

Mpoueccnur PHK

[lepBUYHBIC TPAHCKPUIITH XJIOPOIIIACTHBIX T€HOB CUH-
THIBAIOTCS B BHUJE MOJHUIUCTPOHHBIX MOJEKYJ, KOTOPHIE
pa3pesaroTcs Ha OTAETbHBIC (parMeHTHl, a 3aTeM ux 5'-, 3'-
KOHIIBI TIOJIBEPTatoTCst MOAMpHKaImsM (co3pesannto). 5'-UTR
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(5" untranslated regions) u 3'-UTR o0iactu TpaHCKPUIITOB
MPEIOTBPAIIAIOT OBICTPYIO JAETPpaJaliio TIEPBUIHBIX TPAHC-
KPHITOB, oOecneunBast ux crabuiabpHocTh (Del Campo, 2009).
OHM HEOOXOIUMBI JUIsl TOCTTPAHCISIIUOHHON PeryJIsuu
skcpeccun (Stern et al., 2010; Zhelyzkova et al., 2012).

HenponeccupoBanusie (epBUYHbIE) 5'-KOHIBI XJIOPO-
IUTACTHBIX TPAHCKPHIITOB HECyT 5'-nu- uiu Tpudocdarsl,
MPOLIECCHPOBAaHHBIE XJIOPOIUIACTHBIE TPAHCKPHIITHI UMEIOT
MoHOochopunupoBanubie 5'-koHIbI (Zhelyzkova et al.,
2012). ¥V «3penbix» MPHK onu dopmupyrorcest 1Bymst Bo3-
MOYKHBIMH MEXaHU3MaMU: 5'—3' 9K30HYKIICOTUTHUECKHUH ITyTh
1 CalT-crieliu(hUUECKOe pacileryIeHIe YHJ0PUOOHYKIIea3aMu
(Stern et al., 2010).

Cunraercs, 9YTO OCHOBHBIM MEXaHH3MOM «CO3PEBAHUS»
5'-KOHIIOB SIBIISIETCSI SH/IOHYKJICOIMTUYECKUH Iy Th, OJTHAKO
MOSIBUJINCH (DaKThl U B IIOJIB3Y APYTOro MPEIIOI0KEHUS.
B stux npoueccax yuacrsyer RNase J, ¢ MeHbILI€H BEpOATHO-
ctbio — RNase E. RNase J sBisercst ocHOBHO# pruboHyKITe-
a30M, OTBETCTBEHHOI 32 «CO3pEBaHME» 5'-KOHLIEBBIX YUaCTKOB
XJIOPOILIACTHBIX TPAaHCKPUIITOB, Ha KOTOpbiX PHK-cBsI3bIBa-
fommuecst 6enku (koaupyemsie B siipe PPR-0enku (pentatrico-
peptide repeat proteins)) QyHKIIMOHUPYIOT KaK Oapbephl Is
ee aktuBHOCTH (Luro et al., 2013). Takum obpa3om, cTeTIeHb
5'-npoueccunra TpaHcKkpuiTa onpeneisiercs PPR-6enkamu,
a TaKkXKe BTOPHYHOM cTpyKTypoii camoit mosexynsl PHK (Stern
etal., 2010).

TpanckpunuuoHHas TEpPMUHALMS B XJIOpoIuIacTax Head-
(hekTUBHA, TOITOMY OOJIBIIMHCTBO 3'-KOHI[OB «3PEIIBIX»
mractuaaeix MPHK o6pasyercs B pesynsraTe mporeccuara
MEepBUYHOTO TpaHckpunTa. [1pu popMupoBanny 3'-KOHIEBBIX
paliOHOB y4acTBYIOT 9K30-, dHJIOHYKIea3bl U PHK-cBs3bI-
Barommecs Oenku. B xmopomactax pacTeHHH JOCTATOYHO
XOPOIIO M3y4YeHBI 1Be K30pndonyKineaszsl — PNPase 1 RNR1
(RNase R). 3'-koH11bI popMHUPYIOTCS IIIABHBIM 00pa3oM Oaro-
napst 3’5" sx30prOOHyKIIea3HOH aKTUBHOCTH MOMUHYKICOTH T
tdocdopunassr (polynucleotide phosphorylase — PNPase).
JlanHblii GpepMEeHT 4yBCTBUTEJCH K HAJIMYHMIO BTOPUUHBIX
ctpykryp PHK u tepmunansapix IR (MHBEpTHpOBAaHHBIX
MIOBTOPOB), TO3TOMY MHIHOMpYyeTcs Ha 3'«stem-loop» cTpyk-
typax (Yehudai-Resheffet al., 2001). O 3HaunmocTn JaHHOTO
(hepMeHTa TOBOPHUT TOT (PaKT, UTO Y PACTEHHH C OTCYTCTBHEM
PNPase ¢opmuposanue 3'-xkonuos rbcL u psbA MPHK ne
3aBepieHo (Walter et al., 2002).

He y Bcex xmopommactabix MPHK MokeT 06pa3oBsIBaThCA
3'«stem-loop» cTpykrypa, n umenno takue MPHK — xanan-
JIaThl JIJ1sI CTAOMITM3ALIH C TIOMOIIBIO MJIBIX HEKOJIMPYIOLIHX
PHK (axPHK). OHn oGHapyXeHBI B OOJBIIOM KOIWYECTBE
B XJIOporiacTax pa3nnunelx pacrenuii (Hotto et al., 2011;
Zhelyzkova et al., 2012). ukPHK mnactun cuntesupyrorcs
KaK ¢ MEXT'CHHBIX PaliOHOB, TaK M B BH/I€ aHTHCMBICIOBBIX
TPAHCKPHUNTOB (JuIst mpuMepHO 35 % BCEX T€HOB 3€JIEHBIX
wiactun). [To ganaeiM Hotto ¢ komteramu (2011), y apadu-
Joricuca ooHapyxeHo He MeHee 39 xmopomactHeix HKPHK,
KOMITJIEMEHTAPHBIX 3'-KOHIIaM CMBICIIOBBIX XJIOPOIUTACTHBIX
MPHK. Jlns 6akrepuii u3BectHo, yro HKPHK, cBsi3bIBsICh C
3'-xornamu MPHK, crabummsupyror manasie MPHK, 6rmoxw-
pyst paboty 3'-5"-3Kx30pubonykneassr (Opdyke et al., 2004).
Bo03MOXXHO, aHaJOrMYHOE MPOUCXOIUT U B XJIOPOILIACTAX.
Cawmprii ipocToit mpumep ctadmmmzanun PHK ¢ momomisio
HKPHK — anTtucmeicnosas PHK rena psbT, koropas, 00-
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pasysich, CTaOMIM3UPYET KOMIUIEMEHTAPHYIO CMBICIOBYIO
psbT MPHK uepe3 popmupoBanne nsynureBbix PHK/PHK
THOPUIOB, TPUBOAS K TPAHCISIIMOHHOW WHAKTUBALUK psbT
MPHK u 3ammuTe ee oT HyKJI€OJIUTUUYECKON Jerpaaanuu
B YCIOBHUSAX OKHCIAUTENbHOTo cTpecca (Zghidi-Abouzid
etal., 2011).

[Ipennonaraercs, uto kaxaas Manasg PHK coorsercTByer
MecTy cBs3u ¢ PPR- Oenkom (sBisieTcss Kak ObI «OTIedaT-
kom» PPR-6enka), a oHON M3 XOPOMIO JTOKYMEHTHPOBAH-
HBIX (DYHKIUI 5THX OJKOB SBJISETCS 3alUTa MpUIIeKallei
PHK ot nerpanamnmm sx3onykneazamu (Loiselay et al., 2008;
Zhelyazkova et al., 2012). Takum oOpa3om, cTaOHIH3aLUsL
TPaHCKPHIITA IPOUCXOAUT Yepes cBsi3biBaHue ¢ PPR Genkamu.
Oto ommcano mist PPR10, CRP1, HCF152 6enkoB (Barkan
et al., 1994; Meierhoff et al., 2003; Nakamura et al., 2003b;
Pfalz et al., 2009), nogo0HbIe GYyHKIIUH HPEIIOIAralTCs
u g apyrux PPR u TPR-momoOHBIX GenkoB, criernugpud-
HBIX JUISl pa3IngHOro Habopa TpaHckpunToB (Barkan, 2011;
Lyska et al., 2013). B xauecTBe nprmMepa MOXKHO TPHBECTH
PPR10 Genox, xoTopsIii cBsi3pIBaeTCS ¢ 5'- U 3'-palioHaMun
XJIOPOIUIACTHBIX TPAHCKPHUNTOB psaJ-rpl33 wmn atpl-atpH,
3alIMIIasl X OT SK30HYKJIea3 B 000MX 5'- U 3'-HanpaBieHUsX.
[Ipu cBs3pBarmnu ¢ 5'-xoHnoMm atpH PPR10 axTuBm3upyer
TPAHCIISIIMIO, BBICBOOOYK/1as1 CBS3BIBAIOIINICS ¢ puOOCOMOIt
paiion u3 PHK nynunexca (Prikryl et al., 2011). [Torepst PPR-
Gemka BemeT k motepe cootBercTByromer MPHK (Schmitz-
Linneweber et al., 2005). Otor mexanu3Mm 3ammtel MPHK
(¥, TO-BUANMOMY, KOHTPOJISI UX YPOBHS) SIBJISIETCS] YHUKAJIb-
HBIM JUIS1 OpPTaHeul paCTeHUH, ¥ MOKa He SCHO, BCTPEYaeTCst
JIM QaHAJIOTUYHBIN B s7pe.

DAUTHHT — BOKHEHIINUN dTan B MOCTTPAHCKPUIIITUOHHOM
KOHTPOJIE 9KCIPECCUH T€HOB OpraHeul. Bbul OTKPHIT B Mu-
toxoHnpusax B 1989 1. (Covello, Gray, 1989; Gualberto et al.,
1989; Hiesel et al., 1989), 3atem B mactuaax B 1991 r. (Hoch
etal., 1991) kak mporecc MoAN(UKAIINH ITOCTETOBATEIFHOCTH
TpaHCKpuNTa B pe3ynbrare kousepcuun C Hykieoruaa B U,
MPUBOSIINN K BOSHUKHOBEHHUIO TOCJIEIOBATEIBHOCTH, OT-
maHo oT kogupyemoit JIHK. DmutuHT HabmonaeTcs y Bcex
Ha3eMHBIX PAaCTEHHH, 32 MCKIIOUCHUEM ITIEYCHOYHBIX MXOB
(Ridinger et al., 2008). B rutactuiax BeICIINX pacTeHUi 00-
HapykeH B ocHoBHOM C-U sgutunr (Takeneka et al., 2013).

OnHO U3 TPEINOoNIOKEHUH: HIUTHHT BO3HUK M3HAYAIILHO
JUIsS. KOPPEKLUK MYyTaluil TeHOMa, KOTOPbIE MOSIBISUINCH B
XOZIe 3aceNeHusl 3eMJIH PACTCHHSIMH. Pe3ynpratoM Takou
«TIpaBKM» OBUIO OOECTIeUeHNEe CHHTE3a HOPMAJILHOTO OeJIKa.
JlefcTBUTENBHO, HMUTUHT YaCTO U3MEHSIET (BOCCTAHABIIMBAET)
Ty aMHUHOKHUCIIOTY, KOTOpasi BakHa Uil (PyHKIIMH MpPOTEHHA
(Sugita et al., 2006). B pe3ynbrare 5qUTHHTa TaKKe MOXKET
BO3HMKATh HOBBIH MHUIUHPYIOLIMH TPAHCISIIMIO KOJIOH WIIH,
HA000pOT, CTOM-KOAO0H. OIHAKO SIUTHHT HIPOUCXOIUT U B TEX
TOYKaX F€HOMA, IJIe 3TO HETOCPE/ICTBEHHO HE OTpayKacTcs
Ha ¢yHkuuu komupyemoro Oenka (Okuda et al., 2010) — B
HeTpaHcnupyeMbix paiionax PHK (5', 3" UTR), uatponax.
YacToTa 5IUTHHTa B HEKOUPYIOIIMX paifOHaX OYeHb HI3KA 10
CpaBHEHUIO ¢ KOUpyronMu. CyIllecTBYET IPEAOIIOKEHUE O
HEOOXOMUMOCTH AUTHHTA T A(P(HEKTUBHOTO MOCIEAYIOIIETO
crutaiicuara (Takenaka et al., 2013).

OO0bruHO B pazinuunbix MPHK miactui ceMeHHbIX pacTeHui
nmeetcs oxoino 30—40 cnermduyecKkux caiToB SnUTHHTA. Y
apabunoricuca ux 43 B 18 reHax, U3 HUX 36 — B KOJUPYIOIIIX
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obmactsix (Ruwe et al., 2013). OnHOMOIBHBIC U ABYAOJIBHBIC
pacTeHus OTIIMYAIOTCS IPYT OT ApyTa 1o OoJiee YeM IOJI0BHHE
caifroB snutrHra (Barkan, 2011).

B renome MUTOXOHApPUI CAaWTOB BAUTUHIA 3HAYUTEIILHO
6ompme. Tak, y apabunoncuca u puca Haiinen 441 (Giege,
Brennicke, 1999) u 491 (Notsu et al., 2002) caiit sgurunra
COOTBETCTBEHHO.

PasHble nccienoBareay HEOTHOKPATHO MBITAINCH BBI-
SBUTH XapaKTepHbIe 4epThl mocienoBareabnoctn PHK B
oOnacTu caiita sanutuHra (cis-3nementsl) (Bock, Koop, 1997;
Miyamoto et al., 2004). OTMedeHo, YTO TOCIEAOBATEIEHOCTh
PHK B 20-25 HyKJICOTH/IOB, pacroyiokeHHas Boie (5') caid-
Ta DIUTUHTA, COJIEPKUT B cede crieln(hUuecKue 3IeMEHTHI,
HeoOxonuMBbIe Ut ero pacmo3HaBanus (Bock et al., 1996;
Chateigner-Boutin et al., 2003; Verbitskiy et al., 2008). [la-
Jiee TPH JICTAJIBHOM HCCIICAOBAHUU in Vitro W in organello
MOKA3aHO, YTO «KPUTHUYECKHE HYKICOTHIBD» JUIS HAUTHHTA
PacMoIOKEHBI ¢ 5-ro Mo 15-1 HyKJICOTU/ BBILIE PEAAKTUPY-
emoro C (Takenaka et al., 2013).

TpanchaxTopaMu SIUTHHTA PACTCHHH, PACIIO3HAIOIIN-
mu nocienoBareiabHocts PHK, sBastorcst PPR-6enku PLS
TPYIIIIBL.

PPR-6enkn mensites Ha 1Be OONBINME TPYMITBI OeIKoOB, P
n PLS 6enxu (Shikanai, Fujii, 2013). «P» rpynma PPR-6en-
KOB Heo0Xo/iMMa Ha pa3M4HbIX dTanax cozpesanus PHK
TPAHCKPHIITA, U TaKUe OENKH COCTOST M3 KaHOHHYECKOTO
35-amunokucnorsoro nosropa (PPR motuBa), mosropstore-
rocst TanaeMHo 110 30 pa3 (P-o0mnacts). OHAKO B HMUTHHTE
ydacTtByet npyras rpymnmna PPR-6emxoB — «PLS» 6enxw, xo-
TOpPBIE XapaKTEPU3YIOTCSl HAIMYNEM TPEX THUIIOB ITOBTOPOB:
kaHonunueckoro (P), uyts 6onee mmuHoro (L) (mpumepHo u3
36 aMHHOKHCIIOT) U KopoTKkoro (S) (13 31-34 aMHHOKHCIIOT)
(Small, Peeters, 2000; Lurin et al, 2004; Schmitz-Linneweber,
Small, 2008). Ha C koHne stux 6enkoB pacnonoxen E
(extended domain) mOMeH, KOTOPBIHA, KaK MPEATIONAraoT,
HETOCPEACTBEHHO B3aMMO/ICHCTBYET C (DEPMEHTOM HIANUTHHTA.
Y npumepHo nosoBuHbl PLS GenkoB 3a E nomenom pacnona-
ractcss DY W noMeH, Ha3BaHHBIN Tak 32 HAJIMIUE BEICOKOKOH-
CEpBaTUBHOTO TPUIICNITH/IA acHapTaT-THPO3NH-Tpunrodana
(DYW) (cm. puc. 1). Bo3aMoxkHO, IpH 31MUTHHTE OH 001aaaeT
KaTaJIUTHYeCKOW akTuBHOCTRIO (Manna, 2015).

Kaxnplit Takoit 0esT0K MOXKET y4acTBOBATh B HUTHHIE OT
1 no 10 caifroB. Bo3mMokHO Naxke mepeKphIBaHUE «CIIEIH-
(uarocTm» PPR-0enkoB, mpu KOTOPOM B OJHOM H TOM KE
caifre »nuTHHTAa (DYHKIMOHHUPYIOT Heckosbko PPR-Genmkos.
PPR-6enku, yyacTByOIIHE B JAUTUHTE, CBsi3bIBatOTCs ¢ PHK
obOparumo, Tak kak 3pensie MPHK 1omkHBI OBITE OCTYITHBI
Ut cuHTe3a Oenka B pubocomax. CesssiBanne PHK ¢ PPR-
OeJKaMu JIOKYMEHTHPOBAHO IMOKa TOJILKO JJISi HECKOJIBKHX
yaactBytomux B snutiare PHK PPR-6enkoB, ograko 6oiee
MHTCHCHBHO M3y4YeHO M MOoATBepxkJeHO st PPR-Genkos
nporeccunra PHK (Okuda et al., 2006; Williams-Carrier et
al., 2008).

He Tax maBHO OBLT HaiiIeH HOBBIH KiTacc OSITKOB, (DYHKITHO-
HUPYIOIINX B PACTUTEIBHOM «IUTOCOME» U HEOOXOIMMBIX
IJIS OAUTHHTA B opraHennax, 3To MORF (multiple sites
organellar RNA editing factors) 6exxu. Kaxpiit Takoit Oe-
JIOK 33JICHCTBOBAH B PEAAKTHPOBAHUHU HE OJJHOTO, & MHOTHX
caiiToB snuTHHTA. Tak, y apabuaorcuca B iApe KOTUPYIOTCS
10 4sIeHOB ATOTO ceMeWcTBa: J1Ba U3 HUX pabOTaIOT TOJBKO
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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).

B IUIACTH/IAX, TISATh — TOJIBKO B MUTOXOHJIPUSIX U JIBa — KaK B
XJIOpOIIacTax, Tak U B MUTOXOHJpUsX. OOHApYKEHO, YTO
Jutsl OOJBIIMHCTBA TOYEK 3AUTHHIA XJIOPOIUIACTHBIX TPaHC-
KPHUITOB TpeOyeTcs OfHOBpEeMEHHOE (YHKIIMOHHPOBAHUE
0o6oux MORF 0enkoB xyoporactoB (OpUEHTHPOBAHHBIX
Jutsl pabOThI UCKITIOYUTENIFHO B JAHHOW OpraHeie), Tak Kak
Je(eKThI B TI0OOM M3 HUX BIMSIOT Ha yCHEIIHOCTD IPOX0XK-
nenus nanHoro npouecca (Takenaka et al.,2012; Bentolila et
al.,2013). JIsa MORF 6enxa popMupyroT GpyHKITHOHATBEHBIH
TeTepOANMEp, KOTOPHIH TOJIBKO B HEKOTOPBIX CITy4asiX MOXKET
3amerarsesi romoaumepoM. Kpome toro, okono 20 % sau-
THHTA B TUTACTHIaX KOHTponupyetcs padoroit MORF Genka,
(DYHKIIMOHMPYIOIIETO KaK B XJIOPOIUIACTAX, TAK U B MUTOXOH-
npusix (Bentolila et al., 2013). IIpeamnonaraemasi GpyHKIUsS
MORF 0€enkoB B THITOTETUYECKOI «IMUTOCOMEY ITOKA EIIE HE
ornpezeseHa. Bo3MOKHO, OHU SIBIISIFOTCSI CBS3YFOIIMM 3BEHOM
mexay PPR-Oenkamu u ¢pepmentom squrunra (Takenaka et
al., 2013).

B ocHoBe mpomecca 3MUTHHTA B XJIOPOIUIACTAX JISKUT
Jle3aMUHUpOBaHue IUTHIUHA. Peakuust, npoucxopsiuas ¢ C
OCHOBaHHUEM, aHAJIOTHYHA KOHBEPCHH €IMHUYHOTO HYKJICOTH-
na (single nucleotid conversion) B my T OMOCHHTE3a YPUINHA,
OCYILIECTBIIIEMOr0 IIUTHINH JIe3aMHHA301, IPU KOTOPOM ca-
xapo-¢pocharusrii «ckener» PHK B Touke spuTHHTa 0cTaeTcs
MHTaKTHBIM, a C Hykieotna monuduuupyercs. Gepmenr,
katanusupyromui peakiuto PHK sputrira B xoporiacrax,
JI0 CHX TIOp SKCIIEPUMEHTAILHO HE BBISABJICH, OJHAKO IPE-
TOJIAraloT, YTO 3TO MOXKET OBITh: 1) Kitaccuyeckast UTHANH
neszamunasa; 2) PPR-6enok ¢ DYW pomeHnoM (comepxut
AMHMHOKHCIIOTHBIH MOTHB KJIACCHYECKON IIUTH/IMH Ae3aMHHA-
3b1), 00EeCIIEUNBAIOIINI INTHINH A€3aMUHA3HYI0 aKTHBHOCTb;
3) dbepMmeHT ¢ MOAM(UIIUPOBAHHON TPaHCAMUHA3HOW aKTHB-
HocThIO (Salone et al., 2007; Takenaka et al., 2013).

Onuriar PHK HE0OX0MMM Tt QYHKITMOHHPOBAHHS PACTH-
TENILHBIX OpraHesuI (IUIACTH/T) U BBDKUBAHUS pacTeHuid. SIBs-
€TCsl JIU 3IUTHHT PETYIISTOPHBIM MTPOIECCOM IS aaNTalluH
pacTeHnit K MEHSIOIIMMCS YCIIOBUSIM OKPY’KaIOIIEH Cpessl,
Bce ele npeactout BeisicHuTh (Takenaka et al., 2013).

Cunraercs, 9TO SAUTHHT — CaMBIil paHHHUNA MPOIECC MO-
mudukannu MPHK, npenmiectByromuii Cruraicuary u pe-
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CTPUKLUH TOJIMIUCTPOHHBIX TpaHckpunros (Freyer et al.
1993; Schmitz-Linneweber, Regel, 2002; Del Campo, 2009).
OpmHaKko CIUTAMCHHT WHTPOHOB, (DOPMHUPOBAHUE «3PEIBIX)»
koHIIoB MPHK, snuTHHT MOryT mpoHCXOAUTh B pa3HOU ove-
PEIHOCTH, HEKOTOPBIE CAWTHI Ha TPAHUIIE IK30HOB PEIaKTH-
PYIOTCSL TOJIBKO TOCHE CIUIAHCHHTa TPHIICKAIINX HHTPOHOB
(Li-Pook-Than, Bonen, 2006).

CnnaiicuHr — HeoOxoqMMBbIH niporiecc B cozpeBannu PHK
B OpraHeNyax, B pe3ylibTaTe KOTOPOro yAaISIOTCsI HHTPOHBI,
MPEPBIBAIOIINE PAMKY CUHTHIBAHHS I'€HOB, OTBETCTBCHHBIX
3a (POTOCHHTE3 U IKCIPECCHIO IIacToma. PacturenbHble
OpTaHeIUIbl COAEPIKaT /1Ba OCHOBHBIX THIIA MHTPOHOB: MHT-
pons! rpymm I u II, koTopble pazan4aloTcst IO CTPYKType U
MEXaHu3MaM cIulaiicuHra. Jlpaauars u3 IBajlaTd OIHOIO
IUTACTHHOTO WHTPOHA HA3EMHBIX PACTEHWH MpPUHAUICKAT
k rpynne II, a oqun B trnl—UAA rene — x rpynne I (Cardi
et al., 2012). B crutaiicuire Ka)x1oro MHTPOHA y4acTBYeT
MHOXECTBO sIIepHO KomupyeMbix O6enkoB (de Longevialle et
al., 2010). 3HaunTENBHBIA MpPOTrpecc AOCTUTHYT B WICHTH-
(ukanuu 3THX OEIKOB, U OOHAPYX)EHO 16 sIepHBIX TEeHOB,
MPOIYKTHI KOTOPBIX TPEOYIOTCS [Is CIUTAMCHHTA OTHOTO ITH
HECKOJIbKHX XJIOPOIIIACTHBIX HHTPOHOB rpymnsl I (Germain
et al., 2013, cm. puc. 2).

benku, ydacTByronue B CIUIAMICUHIE B XJIOPOIUIACTAX,
HE POJCTBEHHBI OElKaM CIUIaliCHHTa TPAHCKPUITOB spa.
Y OOJIBIIMHCTBA XJIOPOILIACTHBIX CIUIACUHT-(DaKTOPOB MMe-
rotcs ceszbiBaronuecs ¢ PHK momensr Tuma CRM, PORR,
APO, PPR, OPR, xapaxrepHsbie U1 6€1KOB, (yHKIHOHUPY-
I0IIMX B opranesuiax. Hanbosee mmpoko npeicTaBieHs! 1Ba
cemeiictBa 6enkxoB: CRM 6Genkn (Chloroplast RNA splicing
and ribosome maturation), pyHKIIHOHUPYIOIIIE B HECKOJIBKHX
pasHbIX caiitax cruiaiicuara, 1 PPR Oenku, cneuuuvnbie
TOJNIBKO A ofgHOTo TpaHckpumrta (Schmitz-Linneweber,
Small, 2008; Stern et al., 2010). Kpome Toro, B cruiaiicuare
psina MHTPOHOB rpynnsl Il yyacTByeT XJ10poOIIacTHO KOAU-
pyeMast Matypasza (reH matK pacroyioxeH B MHTPOHE TeHa
trnK), 5)KN3HEHHO HEOOX0IMMast JIIsl HOPMAJIBHOTO Pa3BUTHS
pacrenuii (Rogalski et al., 2006; Legen et al., 2007).

B xnopomnacrax HeT «CHIaiceoCcoM», aHAJIOTUYHBIX
sanepHbIM. CIutaliCHHI MHTPOHOB — CJIOXKHBIM MPOLIECC, BO-
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Puc. 2. AnepHo-kogupyemble 6enKmM cnnacriHra MHTPOHOB Il rpynnbl B XI0ponnacTax NOKpbIToceMeHHbIX (Mo: Germain et al., 2013).

BJICKAIOIIHI B ce0sl OrPOMHOE KOJIMYECTBO (haKTOPOB (OCITKOB).
XnoporutacTHbie (HaKTOPbI CIIANCHHTa B3aUMOJICHCTBYIOT B
Pa3IMYHBIX KOMOMHANINAX, 00pa3ys KOMIUIEKCHI C WHTPOH-
aeiMu PHK, xaxnpit ams oOecriedeHus criaiicnara Habopa
omnpenesieHHbIX UHTPOHOB (Germain et al., 2013). Cruaiicuar
katanmusupyercs camoit PHK, n crumaiicuar-aktops! urparor
«100aBOYHYI0» poib. DTH (akTopsl, cBssbiBasch ¢ PHK,
CIIOCOOCTBYIOT €€ COOTBETCTBYIOIIEH yKiaake st hopMu-
POBaHUS KaTATUTHIECKH KOMIIETEHTHOHN CTPYKTYPBHI.

HecoMHeHHO, CrTaliCUHT UTpaeT PEryIsSTOPHYIO Poiib B
oHTOreHe3e pacTeHus. OH TakKe MOXKET MPUBOJUTH K U3Me-
HEHMIO OTHOCHUTENBHBIX KonruecTs 3penbix MPHK B myne PHK
B 3aBHCHMOCTH OT YCIIOBHH OKpY>KaroIlel cpeibl, BHIIOIHSIS
anganTuBHYIO QyHKimio (Stern et al., 2010).

YpoBeHb TPAaHCKPUIITOB T€HOB XJIOPOIUIACTOB TAKXKE 3a-
BHUCHUT OT CKOpOCTH uX Aerpanauuu. B nerpagauuio PHK B
IUTaCTHUAX BOBJICUEHO MOJINAICHUIMPOBaHKE, KOTOPOE B sIIpe
obecneunBaet cradbmnm3anmio MPHK, Ho y mpoxapuot (1 B
TUTACTHU/IAX ) SIBJISICTCS] CUTHAJIOM HECTAOMIBHOCTH (pa3pyIiie-
nust) (Cardi et al., 2012).

Ha ocHoBannu ucciienoBanuii in vitro U in vivo SICHO MO-
Ka3aHO, 4TO ITOJTUA/ICHITUPOBAHNE MOXKET CIIOCOOCTBOBATH
nerpaganuu PHK B xmoporuiactax, Tak Kak CpoICTBO MOJH-
HyKieotua gochopriassl k monuaaeHmwpoBaHasM PHK
noBhImacTcs. J[aHHBIH (PepMEHT SBIISIETCS OCHOBHBIM B TIIO-
bampHOMY Mporiecce nerpaganun PHK B kietke. OnmHako moka
JI0 KOHITa HE BBIICHEHO, HACKOJIBKO TTOJINAJICHUINPOBAHNC
BakHO T Metabonm3ma PHK B mractunax (RNA turnover)
BaBunnoBcKuii )KypHan reHeTuKkn n cenekymm « 19+ 5 2015
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(Germain et al., 2013).

B xstoporuiactax B mpoOMEKYTOYHOM MPOAYKTE IeTPaIalliu
3'-KOHIIOB HaiieHs! MoMHA-TocuenoBarensHoCcTH (poly(A)
tails), KOTOpBIC COCTOST HE TOJIBKO M3 aJCHO3MHA, HO U U3
HEOOJIBIIOT0 KOJIMYECTBA APYTUX OCTATKOB, B OCHOBHOM U3 I'y-
ano3uHa. [TokazaHo, 4TO MOJINAICHIINPOBAHHBIC TPAHCKPHUIITHI
JIETpaupyIOT OBICTpee, YeM HeallCHWINPOBaHHBIC. MoJeKy-
nsipHBIe MexaHu3Mbl ferpaganun PHK B xnoponnacrax Hamo-
MHHAIOT TaKOBBIE Y OaKTEpHI — ITOCIIE HIOHYKIICOTUTHYECKOTO
pacwerienus PHK npoucxoaur nonmanenunuposanue. [Tomu-
aJICHUIMPOBAHHBIN MPOYKT PACIICIICHHS 3aT€M [TO/IBEPraeTcst
OBICTPOI SK30HYKICONUTUIECKON IeTpaIalliH MOITHHYKICOTH/T
(hocdopunazamu 1, BOSMOXKHO, IpyTMMH 9K30HyKIeazamu (Del
Campo, 2009). He sicHo, siBisieTcs Jii OMHYKIeoTH 1 hocdo-
pria3a eIMHCTBEHHBIM (DEPMEHTOM ITOJHAICHIIINPOBAHHS B
XJIOPOIUIACTAX, HO TO MOKA ¢IUHCTBCHHBIN (DEpPMEHT, (PYHK-
1[{sI KOTOPOTO B TIOJIMAICHUIMPOBAHUY MTOATBEP XK ICHA (Stern
etal., 2010).

JetexTupyemMoe KOTUYSCTBO IMMOJTUACHIIHPOBAHHBIX
TPAHCKPUIITOB IJIACTHJI KPAHE MaJIo, IJIsl OOHAPYKEHHS UX
Tpebyercs oxoro 50 ko TP (Kudla et al., 1996). B EST
0azax monmaneHmwmpoBanHbpIXx PHK oHE BeTpewaroTcst TONBKO
SMHU30AUYCCKU. BeposTHO, X HH3Kasl BCTPEUAEMOCTh OTpa-
JKaeT UX OBICTPYIO JIETpaJaIliio, OMHAKO 3TO MOXKET OBITh U
CJICZICTBHEM HE3HAYUTEILHOW POIH TTOJIHAICHIIINPOBAHUS B
Mmerabonu3me xJioporuiactHoit PHK, uTo npencrount BELSICHUTD
B Oymymem (Germain et al., 2013).

[Iporieccrl TPaHCKPHITIIUH U TPAHCIIIIUH B XJIOPOILTACTaX
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HE COIIPSIKEHBI )KECTKO, TIOATOMY CYIIECTBYET JOMOJIHUTEIb-
HBIA YPOBEHB PETYISAINH T TPEAOTBPAIICHUS HHALTHAITN
koHCTUTYTUBHOM TpaHcisanun MPHK uepes B3aumoneiicTus
nocnenosarensHoctu [laitn— Janerapao (SD) u 16S pubo-
comanpHO PHK (SD—16S B3aumozaeicTBus).

TpaHcasinus MJIACTUAHBIX TPAHCKPHIITOB TIPOUCXOIHT
Ha 70S pubocoMax OaKkTepHaILHOTO THIA. XJIOPOIIACTHBIC
TOMOJIOTH OaKTepHaNbHBIX (HaKTOPOB WHHUIIMALINU U IIOH-
raly UACHTU(OUIIUPOBAHBI, H HEKOTOPBIC U3 HUX OXapak-
tepusoBanbl (Lin et al., 1996; Albrecht et al., 2006; Shen et
al., 2013). CymecTByeT ompeaeneHHas CTeIeHb CXOICTBa
MEKIY (PaKTOpaMH TPAHCILIUU U PHOOCOMATHHBIMHU OSITKaMU
IUTACTU U OaKTepHUil, OMHAKO HAOIIOMAIOTCS M 3HAYUTEIIb-
ueie otuans (Beligni et al., 2004). OGe (6onbiras u Mamast)
CyOBEIMHUIIBI pUOOCOM HApSAY ¢ OCIKaMH, aHAJIOTHIHBIMA
GaxTepHaIbHBIM, BKJIIOYAIOT B CBOM COCTaB SIIEPHO KOTUPY-
emble mnactua-cnenupuaeckue 6enxu (PSRP) (Yamaguchi
etal., 2002, 2003; Tiller et al., 2012).

XioporuiactHasi pudocoma COCTOUT U3 ABYX CYObEANHMUIL,
50S u 30S. O6e cyObeaMHUIIB TTPEACTABISIIOT OO0 KOM-
TUIEKCBI, COCTOAIINE W3 ONHOW WM Ooiee crnenu(uaecKx
pudocomubix PHK u MmHO)ecTBa OenkoB. 30S cyObenuuuia
uecet 16S pPHK, a 50S cy0penmaunma — 23S, 58S, 4.5S (1mo-
cleHel cyObeIMHUIIBI HET y OaKTepuil, HO, BEPOSTHO, OHA
obpazosanack u3 23S pPHK ¢parmenrauneii (Tiller, Bock,
2014). 30S cy0peauHMIa XJTOPOIUTACTHBIX PHOOCOM COCTOUT
u3 24 GETKOB, M3 KOTOPBIX 3 CIICIU(IYHBI JJIs XJIOPOILTACTOB
(PSRP), a 21 6enok — opronoru E. coli 30S pubGOCOMHBIX
6enkoB. B 50S cyopennnute comepkarcs 33 Gemka: 31 op-
TOJIOT OaKTepUATEHBIM OeTKaM 1 2 OeITka, CIICIIU(PHIHBIX IS
xnoporutactoB (PSRP) (Tiller, Bock, 2014). Cieundudueckue
g Tactug pudocomusie 6enku (PSRP), BepositHo, urpa-
I0T CTPYKTYPHYIO pOJb B IUIacTUAHONW prbocome (Sharma
et al., 2007).

MHunnmanuys TpaHCissUuK — BaKHEHILINHT 3Tal B INIACTUIHON
TpaHcnanuu. Kpurtndeckas CTyleHb B WHUITUAIIMHA TPAHC-
JSILIMU — BBIOOP KOPPEKTHOTO CTAPT-KOJOHA M3 HECKOJIBKHX
BO3MOKHBIX. VIHUIIMHPYIOMHNH KOJOH y I[BETKOBBIX pacTe-
it —AUG, pexxe — GUG (Sugiura et al., 2014). I{uc-anemen-
TbI B 5’UTR sBIsAIOTCS BaXKHEHIIIMMHU IETEPMUHAHTAMU JIJISI
KOPPEKTHON MHHUIMAIMK W PETYIAIUH TpaHcasmuu (Staub,
Maliga, 1993; Sugiura et al., 2014).

Opranusanus nuc-31eMeHToB. OCOOEHHOCTBIO TpaHC-
JISIAA B XJIOPOTIACTAX SBIISCTCS M300MIHE IIHC-3JIEMEHTOB
(anemenToB mocnenoBarensHocTH PHK) B 5'UTR ximopormia-
ctHbpix MPHK. B 5'-paiionax UTR muiacTUIHBIX TPAHCKPUTITOB
Haiinens! SD (Shine-Dalgarno)-nogo6Hbie mocieaoBaTeb-
Hoctu (Sugiura et al., 1998), QpyHKIHS KOTOPBIX COCTOUT
B MHHUIMAIMY TPAHCISIIMU Yepe3 0003HaYCHUE KOPPEKTHOM
MO3UINH IS aCCOIMAINK TPAHCKPHUITOB C PHOOCOMAMH.
SD 351eMeHTHI B KOHCECHCYCHOI MTO3UIIAN HMEIOTCS, IPUMEP-
HO, Y 1/3 XJIOpOIUTACTHBIX T€HOB HA3EMHBIX PACTCHUH, U JIs
HEKOTOPBIX U3 HUX JCHCTBUTEIBHO MOATBEPIKICHO, YTO OHU
WHUIAUPYIOT TpaHCIsiuo. OIHAKO Y OONBITHHCTBA XJIOPO-
IUIACTHBIX T'€HOB OTCYTCTBYET XapaKTepPHO pacIOjOKeHHasI
SD mocnenoBaTebHOCTh, U CBA3BIBAHHIO H/HITH PACIIONOKE-
HUIO MHAIIUHPYIOIIETO TPAHCIISIIINIO KoMITIeKca Baosib MPHK
CIIOCOOCTBYIOT allbTepHATUBHBIE IMC-3JIEMEHTHI U TPaHC-
neiictByrone ¢akTopsl (Sugiura et al., 1998; Barkan, 2011;
Sugiura, 2014). Tak, y Tabaka TpaHCIAIUS TPAHCKPHUIITOB
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rbcl, atpE, rps14 3aBucuma, rpsl2, petB — yacTUUHO 3aBUCH-
Ma, a psbA, atpB —He3aBucumMa ot SD mocnenoBatenbHOCTEH
(Lyska et al., 2013).

[Toka3zaHo, 4T0 00JACTH WHHUIMAIIUK TpaHCIsAuu 0e3 SD
paifoHOB MeHee CTPYKTypHUpPOBaHbI, YeM umeromue SD mo-
CJIeIOBATEIEHOCTH, OTCIOIA ITPEIIONIOKEHO, YTO JJOCTYITHOCTh
CTapT-KOZI0Ha 0COOCHHO KPUTHUYHA ITPH OTCYTCTBHU SD B3au-
mopueticteuii (Tiller, Bock, 2014). OtcyTcTBHE GOpMUpOBAHHS
BTOPUYHOM CTPYKTYPBI BOKPYT CTapT-KO/IOHA, T0-BUINMOMY,
CHIOCOOCTBYET PacIo3HaBaHUIO TOYKM Havaja TPaHCISLUH
u cBs3piBaHmIO 30S cyonrenuanibl pudocoM. [Tocme Toro xakx
BBIOpaH CTAapT-KOJOH, B ITporecc BosiekaeTcs S0S cyobenn-
HHIIA, 4TO CIIOCOOCTBYET MPEBPALCHUIO TPEHHUIIUHPYOLIETO
KOMILJIEKCA B aKTUBHBIM MHULUUPYIOLUNA, KOTOPBIH J1ajee
MIePEXOUT HA CTAINIO STOHTAlNH.

MexaHn3MBI peTyIALUH (HaCTPONKHN ) TPAHCIISIIIUHU C TIOMO-
IMIBIO [IUC-3JIEMEHTOB B 3HAYMTEIILHOI CTENCHU BapbHPYIOT.
Taxk, psin anbTepHaTuBHBIX Huc-31eMenToB B S'UTR nnactun-
HBIX TPAHCKPHUITAX y4acTBYeT B MHULIUALMH TPAHCIISIIHN TSI
MPHK, xoTopsie He ucnons3yror SD mocienoBarensHocTH. Ho
CYIIECTBYET JIPYTOil BapUaHT, TPA KOTOPOM OHH JIOTIOTHSIOT
SD mocnienoBaTeabHOCTH WM 00ECIEUUBAIOT CreHU(pIye-
CKYIO PETYISIHUIO TPAHCISIIUK B OTBET HA CHUTHAJIBI 3TAlloB
Pa3BUTHS OpraHn3Ma WK okpyxatorneit cpenpl (Peled-Zehavi,
Danon, 2007). SD nocineoBaTebHOCTh TeHa 1ps2 (GyHKIHO-
HHUPYET KaK HETAaTUBHBIN PETYISTOP TPAHCISIINH, C KOTOPBIM
TaK)Ke B3aMMOJICHCTBYIOT TpaHC-AeiicTByIomue (GakTopbl
(Plader, Sugiura, 2003).

PerymstopabIe nnc-3meMeHTs! Ob1TH 00Hapy)eHsI B 5'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 MUIIEHEH 1151 TPaHC-ACHCTBYOIITIX
(haxTOpOB.

Tpanc-hakTopsl TpaHCISINMU KOJUPYIOTCS B SIAPE U B OC-
HOBHOM CTIeIIU()NYHBI JJIs1 HHAUBUAYAIbHBIX TPAHCKPHIITOB.
OHH y4acTBYIOT B MFHUIIMAIIMH TPAHCISIIINY Ye€pe3 CBI3bIBAaHNE
cux 5S'UTR, BBICBOOOK1as CAiThI CBA3BIBAHMS C PUOOCOMAMU
(Barkan, 2011; Prikryl et al., 2011). OTi ¢pyHKINH BBITOTHSIOT
PPR-6enxu, Takue kak PPR10, HCF152, CRP1, PPR38 (atpl-
atpH, psbH-petB, petB-petD w clpP-rpsl2 TpaHCKPHUIITOB
COOTBETCTBEHHO), KOTOPbIe paHee ObUTH MAEeHTH()HUIIIPOBaA-
HBI y apaOuoricuca, KyKypyssl, Mxa 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, nalineHHBIN
y apabujorncuca u KyKypy3bl, peryaupyer cTaOuibHOCTh
u Tpa”csamio pshH tparckpunra (Stoppel, Meurer, 2013).
OmnucepIBaeTcst 60O KOTMIECTBO HOBBIX TPaHC-(haKTOPOB,
HO KaK OHM B3aMMOJICHCTBYIOT C I[HC-DJIEMEHTaMU — IOKa
HE SICHO.

B xmopomacrax 1mo cpaBHEHHIO ¢ IPOKApHOTaMHU Ipe-
obnaiaeT TO3UTHUBHAS PETYJSLUS TPAHCISIUH, B TO BpeMsI
KaK y MPOKaproT BTOPHUYHAS CTPYKTypa LUC-3JIEMEHTOB HITH
Oenka, ceszpiBaromierocss ¢ MPHK, BricTynaer B kadecTBe
HHTUOHMPYIOIIETO TPAHCIANKIO (hakropa, OIOKHPYsS JOCTYIT
Kk caiity nanmmanuu (Gold, 1988; Kozak, 2005).

CkopocTs TpaHcasiuuu nHaAnBuayansHeIx MPHK perynupy-
€TCsl HECKOJIbKUMH TIPE/INOoIaraeéMbIMU MeXaHu3MaMu: 1) us-
MEHEHHEM OKHCIIUTEbHO-BOCCTAHOBUTEIBHOTO TOTECHIINATIA
(redox regulation), yepe3 KOTOPOE CONMPSATAIOTCS TPAHCIISLIHS
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Ta6nuua 4. CBofika ony6/IMKOBaHHbIX CTaTelN MO 3KCMNPeCcCUyi FEHOMOB OpraHesl y pacTeHI C MOMOLLbIO MUKPO3ppeN
(Makpoappelt) 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 - MNLP 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

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

Makpoappeit, 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

KooparHauuma akcnpeccun reHoB

nnacTnabl — MUTOXOHAPUW AVHAMUYHO
MOAYNVPYETCA CBETOM U KNIETOUYHBIM LIUKIOM
y C. merolae

MpopacTatoLme cemeHa 1 NPOPOCTKI Ha TPex
pasHbIX CTagusAxX pasBuTuUaA

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

CpaBHeHMe 3KCNPeccuy reHoB Xopo- 1 3TU-
OMIacToB y MPOPOCTKOB KYKypYy3bl Ha CTaann
BTOPOrO IMCTa

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/IMYHbIX YCNIOBMAX NPOMU3PaCTaHNA

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

KOBaHHbIMW pe3yfibTaTamMy SKCNeprMEHTOB

c 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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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

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

Zmienko et al., 2011

narta, NoLiepHbl, 10TOCa, TONONA, AYMEHA. ITOT
MUKPO3ppelt — OTAIMYHOE MHOTOCTOPOHHee
npucnocobnexve ana rnobanbHbiX GYyHKLMO-
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).

1 OTOCHHTETHYECKUIA IEPEHOC IEKTPOHOB; 2) MEXaHU3MOM
ABTOPETYIISINH, COSTUHSAIONINM TPAHCIIAIINIO U COOPKY OeITKo-
BBIX KoMmITIekcoB xitoporutactoB (CES — control by epistasy of
synthesis). CES mexanu3m 1oso0eH HeraTUBHOM PeryJisiium
y npoxkapuot (Kozak, 2005). KommoHneHTE MeMOpaHbI, HE
BOIIE/IINE B KOMIUIEKCHI (T. €. €CIIM KOMIIOHEHTHI MEMOpaHbI
MPUCYTCTBYIOT B M30BITKE), MTOJABJISIFOT WHHULMALINIO CBOCH
coOcTBenHoM Tpaucisun yepes S'UTR. Takas aBroperyss-
Il — OCHOBHASI UepTa IJIACTH Y XJIaMHIOMOHA/T, TO00HBIH
THII PErYJSILUK yKe onucaH Juisi reHa rbel Tabaka (Wostrikoft,
Stern, 2007).

TpaHcnsanms XJI0POIIIACTHBIX TPAHCKPUIITOB ITPOUCXOANT
T10 THITY TPaHCKPHIIT-CIIeHU(PUIECKOi peryisiiuu (T. e. bosee
CTELHUAIIM3UPOBAaHA) [0 CPABHEHHIO C TPOKAPHOTAMH.

YcTaHOBIIGHO, YTO TPAHCISIIMOHHBIA armapaT TUIACTH]
TOHKO pearupyer Ha abHOTHYECKUH cTpecc, 0COOEHHO
temneparypusrid (Xu et al., 2013). YpoBers OonpImmHCTBA
ractuaaeix MPHK ocraercss oTHOCHTEIBHO HEM3MEHHBIM
B YCJIOBHSIX CBET—TEMHOTA, HO CKOPOCTh TPAHCIISILIUK PE3KO
BO3pacTaeT MpU M3MEHEHUH OCBEIIECHUS, CTaJUH PA3BUTHS
WJIN TIPU BIIUSIHAU MHBIX (haKTOPOB, HAIIPUMEP CO3PEBAHUU.
Ot0 obecrieunBaeTcs uepes CyluecTBOBaHUE U (DYHKIMOHHU-
pOBaHNE MHOXKECTBA TPAHC-(DAKTOPOB TPAHCIIAIINH, KOTOPBIE
Y4YacTBYIOT B /IaITHBHOM BHJION3MEHEHHH TIPOIIECCa, 3 UMCH-
HO B IUTACTUYHOCTH TPAHCIISIIIMOHHOW CHCTEMBI XJIOPOILIACTOB
B OTBET Ha pasIHyHbIe Bo3aeicTBus (Sugiura, 2014).

[To Bceil BUAMMOCTH, TPAHCISIIMOHHAS aKTUBHOCTD TITac-
TUJ TEHEPUPYET PETPOrpaiHblid CUTHAIL, BIIUSIOLININ Ha CIIELU-
(bruecKue acTieKThl paCTUTENILHOM aHATOMHUHU 1 MOP(OIJIOTHH,
HO KaK 3TOT CHT'HaJI BKJIIOUaeTcs (T OH BXOJWT) B KpaiHe
CJIO’KHBIH Nel3aK B3aMMOOTHOILIEHU TIaCTU/IbI —JIpO — HE-
obxoxnmo erre ycranoBuTh (Tiller, Bock, 2014).

[Nocnenuue necATHIETHS 3HAMEHATEIBHBI JJISI PAa3BUTHS
BBICOKOPA3pPEIIAOIIUX METOJ0B B OMOJOTHH. DTH METOIbI
TIO3BOJIMIIN HCCIIEIOBATENAM C(OKYCHPOBATHCS HA U3YyUCHUHT
IIEJIOCTHBIX CHCTEM (T€HOMOB, TPAHCKPUIITOMOB HIITH ITPOTeE-

OMOB) BMECTO HUCCJIICAOBAHWA MHAWBHUAYAJIbHBIX I'€HOB WUJIU
nytel. [IpumepHo 3a necstunerue nucnonb3osanue JJHK muk-
posppeii (microarray) CTano JMAUPYIOICH METOI0TOTHEH U1
n3yueHus1 oouieit (odanbHOiT) 9KCIIPeCcCHU TeHOB B PACTEHHU-
sIX ¥ kuBOTHBIX. JJHK MuKpoappeit — MynbTHIIIEKCHAs! TEXHO-
JIOT UL, KCTIOJIb3yeMasi B MOJICKYJISIPHOM OMOJIOTUH M ME/THIIHE
(Schena et al., 1995; Kehoe et al., 1999; Stoughton, 2005).

[IpumeHeHne TeHETHYECKUX YUTOB (MUKPOIppEH) s
M3YyYEHHS IKCIPECCHH T€HOMOB KJIETOYHBIX OpPTaHeiul U
B3aHMOﬂeﬁCTBHﬂ X C AApOM — 3aKOHOMCpHasd CTYIICHb B
Pa3BUTHH MCCIIENOBAHMHN B JaHHOW oOmactu. B Hacrosmiee
BpEeMsI IMEETCSI JOCTATOYHO OOJIBIIOE KOJIHMYECTBO padboT
M0 MCCIIEOBAHUIO AKCIIPECCUM T€HOMA OpraHesul, KpaTkas
CBOJIKa 10 3TOMY BOIPOCY TpHBecHa Hike. Kak BUaHO 13
TabI1. 4, 3TO MAaKPO- ¥ MHUKPOAPPEH SKCIIEPUMEHTHI C CAMBIMHU
Ppas3IMYHbIMU 3a/la4aMu, pe€liasg KOTOPbIC UCCIICA0BATCIIN MbI-
TAIOTCS BBINTH HA KOHKPETHBIE T€HBI C OLIEHKOM UX (DYHKIINU
B CHCTEME B3aMMOACUCTBHS SAPO—IINTOIUIA3MA U BIIMSHUS
9TUX B3aUMOJCHCTBUI Ha pa3iIuYHbIX 3TallaxX peaau3aluu
TeHETHIECKOH NH()OPMAIMH XJIOPOIIACTOB U MUTOXOHAPHH,
OT TPAHCKPHUIIIHH JI0 TPAHCISILIUH.

Panee B m1aboparopun HEXPOMOCOMHOM HACICICTBEHHOCTH
WI'ull HAHB Oblna co3mana MojeibHas KOJIJICKIIHS ajijio-
TUIA3MaTHYECKUX JTMHUH stamenst (Hordeum vulgare L. ssp.
spontaneum) ¢ MAPKUPOBAHHBIMHU F€HOMaMH XJIOPOIUIACTOB U
MUTOXOHApUI. Ha 0cHOBaHUM M3y4eHUs JAHHOHN KOJIJIEKLIUU
MIOKa3aHo, 4TO 3aMEIICHHE SI/Ipa Ha Pa3INIHbIX IUTOIIa3MaTH-
4yecKrX (poHax MPUBOJMUT K U3MEHEHHIO PsiJia XapaKTEPHCTHK
(hOTOCHHTETHYECKOTO aTmapara: ConepKaHus XJIOPOPIILIOB U
KapOTUHOMIOB, Koln4ecTBa Q -HEBOCCTaHABIMBAIOLIUX LIEHT-
poB ®C2, HehOTOXUMHUUECKOTO TYIIESHUSI XJIOPOPHILIIOB H JIp.
(IyvxeBndg u ap., 2006). st mccnenqoBaHus TOCIEACTBHN
3aMEeICHUsI HA MOJICKYJISIPHO-TEHETHIECKOM YPOBHE (YPOBHE
myJia TPaHCKpUITOB) ObLT pa3padoran Habop JJHK 30H10B K
TreHOMaM XJIOPOIUIACTOB U MUTOXOHAPUH, KOTOPBIN CHavdaia
HaHECJIM Ha MeMOpaHy, IToiTy4nB Makposppeii (Siniauskaya et

HeXpOMOCOMHaﬂ HacneaACTBEHHOCTb
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al., 2008; CunsiBckas u jip., 2012), Ha CTEKIJI0 — MUKpO3ppeit
(66 30HIOB K TeHaM OpPTaHeIT, a TAKKE AICPHBIM TeHaM, OpH-
SHTHUPOBAHHBIM (PYHKIIMOHAIBHO B XJI0porutacTel). [IpoBenen
HKCIIEPUMEHT 110 MUKPO3ppei rHOpuIn3aliuy JaHHbIX TIPo0
¢ ¢pmoopecnieaTHo MeueHoi k/IHK samens. Takum o6pazom,
Ha4aTo u3ydeHune npoduirei sKcpeccuy reHOB MUTOXOHPHH
1 XJIOPOILIACTOB Y JINHUH aJJIOIIa3MaTHYECKOTO TYMEHS U MX
9YIUTA3MaTHUECKUX aHAJIOTOB B HOPMAJIbHBIX YCIOBHAX U IPH
MIEPHOIMTUECKOM TeMIepaTypHoM cTpecce. OOHapyKeHO, UTO
YPOBEHb TPAHCKPHIITOB OJIHOTO U TOTO )K€ TeHa MOXKET 3HAYH-
TEJIbHO U3MEHATHCSI B 3aBUCUMOCTH OT KOHKPETHOM SIA€PHO-
IIUTOILIA3MAaTHYECKOM KOMOMHAIIMK KaK B HOPME, TaK U TIPH
ctpecce. TemmeparypHslii CTpece B 00IIIEM BIUSICT HEraTUBHO
Ha ITyJI TPAHCKPUIITOB, YMEHBIIIAs! UX KOJINIECTBO.

BrIsIBIICHBI HEOTHO3HAYHBIC PA3IMYMs B YPOBHE TpaHC-
KPHIITOB OT/AENBHBIX FeHOoB PC2 (XI0pomIacTsl) U KOMILIEKca
L,V (MATOXOHAPHIT) MEXITY aI0TUIa3MaTHIECKUMH JIMHISIMA
1 COPTOM SIUMEHSI-JIOHOpA siApa. J{jist omHUX reHOB HanOOIIb-
WA YPOBEHb TPAHCKPHIITA OBbUI y MCXOIHOTO COPTa, a I0
JIPYTHM Te€HaM — Y aJuIoIuIa3MaTudeckux JnHui. [1o-Buaumo-
MY, 3TO TIPOSIBIICHUE TOTO, YTO SI/IEPHO-IUTOIIa3MAaTHIECKIE
OTHOIICHUSA BUJOHU3MCHAKOT BO3MOJKHBIN OTBET pacTeHusd
Ha cTpecc (Temmeparypy), T.€. OIpPeAeisIIoT alallTHBHOCTD.
B Hacrosiiee Bpemst 1ory4eHHbIE Pe3yIIbTaThl BepHUPUIHPY-
torcs metonaMu qRT-PCR, RT-PCR u, koHe4UHO, HY>KJIar0TCs
B JaJIbHENIIEH POBEPKE.

Takum oOpa3om, B JTaHHOM 0030pe TPeIIpHHATA TTOMBIT-
Ka coOpaTh U MPOAHAIM3UPOBATh HH(OpPMAIMIO 00 3Tamax
9KCIIPECCHH T€HOMA IUIACTHU, 1TOKa3aTh MHOTOYPOBHEBOCTb
1 11€71ec000pa3HOCTh PETYISIMN U B3aMMO3aBUCHMOCTb ITPO-
HCXOAAIIUX B PA3HbIX KOMIIAPTMEHTAX KJICTKH ITPOLECCOB.

BnarogapHocTun

HccnenoBanre mpoBeneHO MpU (GUHAHCOBOW MOACPIKKE
I'MTHN «®yHnamMeHTaIbHBIE OCHOBBI OMOTEXHOJIOTHI
2011-2015 rr. «I'enomuka» 2.35.

KoHdnukT nHtepecos
ABTOpBI 3asIBISIIOT 00 OTCYTCTBUHM KOH(IMKTA HHTEPECOB.

Cnuncok nuTepatypbl

Aneiinukoa A.}O. HepaBHOMEPHOCTb TPaHCKPUIILMU F'€HOB B COCTABE
XJIOPOIUIACTHBIX OTEPOHOB sSTUMEHs: ABTOped. JHC. ... KaH[. OHOI.
Hayk. M., 2012.

Aneiinukosa A 1O., 3y60 5.0., Ky3nenos B.B. iuTeHcHBHOCTB TpaHC-
KPHIIIUH T€HOB afpB onepoHa XJIOPOIIACTOB JIMCTHEB STUMEHS B 3a-
BHUCHMOCTH OT JICUCTBHUs pa3HbIX (hakTopoB. BectH. Tomckoro roc.
yH-Ta. buomnorus. 2011;3(15):139-142.

Jarunenxo H.I', /laBeinerxo O.I. Mupsr reHoMOB opraHeiut. MHUHCK:
Toaxuanorus, 2003.

Cunsiekast ML.IT, Cusnnkas JI.H., laBeinenko O.I. Co3znanue makpo-
Sppeit A1 H3ydeHHs SKCIIPECCHH TEHOMOB OpTaHel y 371aKoB. [ eHe-
tuka u onorexuomnorust XXI B.: mpoOiembl, TOCTHKCHNUS, TTEPCIICK-
tuBbl (K 100-neTuto co aus poxaenus akan. H.B. TypOuna). Marep.
MEXIyHap. Hayd. KoH}. MuHck, 8—11 oxts16ps 2012 . MunCk, UH-T
renetukn u nuronorun HAH benapycu, 2012.

umkeBny A.M., MakapoB B.H., Tonoenko W.M., [laBbinenko O.I.
OyHKIMOHAIFHOE COCTOSTHIE (JOTOCHHTETHYECKOTO aIlapara y ajuio-
JIa3MaTHYECKUX JIMHUN TIMeHs. DKkoil. reHeTnka. 2006;4(3): 37-42.

Albrecht V., Ingenfeld A., Apel K. Characterization of the snowy coty-
ledon 1 mutant of Arabidopsis thaliana: the impact of chloroplast

524

BaBunnoBcKuii )KypHan reHeTuKkn n cenekymm « 19+ 5 2015

M.I. CuHasckas, H.I. JaHunerko, H.B. JlyxaHuHa,
AM. lWnmkesny, O.I. [laBblaeHKO

elongation factor G on chloroplast development and plant vitality.
Plant Mol. Biol. 2006;60(4):507-518. DOI: 10.1007/s11103-005-
4921-0

Allison L. The role of sigma factors in chloroplast transcription. Biochi-
mie. 2000;82(6-7):537-548. DOI: 10.1016/S0300-9084(00)00611-8

Allison L., Simon L., Maliga P. Deletion of rpoBm reveals a second
distinct transcription system in plastids of higher plants. EMBO J.
1996;15(11):2802-2809.

Allorent G., Courtois F., Chevalier F., Lerbs-Mache S. Plastid gene ex-
pression during chloroplast differentiation and dedifferentiation into
non-photosynthetic plastids during seed formation. Plant Mol. Biol.
2013;82(1):59-70. DOI: 10.1007/s11103-013-0037-0

Barkan A. Proteins encoded by a complex chloroplast transcription
unit are each translated from both monocistronic and polycistronic
mRNAs. EMBO J. 1988;7(9):2637-2644.

Barkan A., Walker M., Nolasco M., Johnson D. A nuclear mutation in
maize blocks the processing and translation of several chloroplast
mRNAs and provides evidence for the differential translation of al-
ternative mRNA forms. EMBO J. 1994;13(13):3170-3181.

Barkan A. Expression of plastid genes: organelle-specific elaborations
on a prokaryotic scaffold. Plant Physiol. 2011;155(4):1520-1532.
DOI: 10.1104/pp.110.171231

Baumgartner B.J., Rapp J.C., Mullet J.E. Plastid genes encoding the
transcription/translation apparatus are differentially transcribed ear-
ly in barley (Hordeum vulgare) chloroplast development evidence
for selective stabilization of psbA mRNA. Plant Physiol. 1993;
101(3):781-791.

Beligni M.V., Yamaguchi K., Mayfield S.P. The translational appara-
tus of Chlamydomonas reinhardtii chloroplast. Photosynth. Res.
2004;82(3):315-325.

Bentolila S., Oh J., Hanson M.R., Bukowski R. Comprehensive high-
resolution analysis of the role of an Arabidopsis gene family in RNA
editing. PLoS Genet. 2013;9(6):¢1003584. DOI: 10.1371/journal.
pgen.1003584

Bock R. Structure, function, and inheritance of plastid genomes. Topics
in Current Genetics. V. 19. Cell and Molecular Biology of Plastids.
Ed. R. Bock. Berlin. Heidelberg: Springer-Verlag, 2007:29-63. DOI:
10.1007/978-3-540-75376-6

Bock R., Hermann M., K&ssel H. In vivo dissection of cis-acting deter-
minants for plastid RNA editing. EMBO J. 1996;15(18):5052-5059.

Bock R., Koop H.U. Extraplastidic site-specific factors mediate RNA
editing in chloroplasts. EMBO J. 1997;16(11):3282-3288.

Borner T., Aleynikova A.Y., Zubo Y.O., Kusnetsov V.V. Chloroplast
RNA polymerases: role in chloroplast biogenesis. Biochim. Biophys.
Acta. 2015;1847(9):761-769. DOL: 10.1016/j.bbabio.2015.02.004

Cahoon A.B., Harris F.M., Stern D.B. Analysis of developing maize
plastids reveals two mRNA stability classes correlating with RNA
polymerase type. EMBO Rep. 2004;5(8):801-806. DOI: 10.1038/
sj.embor.7400202

Cahoon B., Takacs E., Sharpe R., Stern D. Nuclear, chloroplast, and
mitochondrial transcript abundance along a maize leaf developmen-
tal gradient. Plant Mol. Biol. 2008;66(1-2):33-46. DOI: 10.1007/
s11103-007-9250-z

Cardi T., Giegé P., Kahlau S., Scotti N. Expression profiling of organel-
lar genes. Advances in Photosynthesis and respiration. Genomics of
Chloroplasts and Mitochondria. Ed. R. Bock, V. Knoop. Springer,
2012,35:323-355. DOI: 10.1007/978-94-007-2920-9

Chateigner-Boutin A., Hanson L, Maureen R. Developmental co-varia-
tion of RNA editing extent of plastid editing sites exhibiting simi-
lar cis-elements. Nucl. Acids Res. 2003;31(10):2586-2594. DOI:
10.1093/nar/gkg354

Cho W.K., Geimer S., Meurer J. Cluster analysis and comparison of var-
ious chloroplast transcriptomes and genes in Arabidopsis thaliana.
DNA Res. 2009;16(1):31-44. DOI: 10.1093/dnares/dsn03 1

Courtois F., Merendino L., Demarsy E., Mache R., Lerbs-Mache S.
Phage-type RNA polymerase RPOTmp transcribes the rrm operon
from the PC promoter at early developmental stages in Arabidopsis.



Expression of the chloroplast genome: modern
concepts and experimental approaches

Plant Physiol. 2007;145(3):712-721. DOI: 10.1104/pp.107.103846

Covello P.S., Gray M.W. RNA editing in plant mitochondria. Nature.
1989;341(6243):662-666. DOI: 10.1038/341662a0

de Longevialle A.F., Small I.D., Lurin C. Nuclearly encoded splicing
factors implicated in RNA splicing in higher plant organelles. Mol.
Plant. 2010;3(4):691-705. DOI: 10.1093/mp/ssq025

Del Campo E.M. Post-transcriptional control of chloroplast gene ex-
pression. Gene Regul. Syst. Biol. 2009;3:31-47.

Demarsy E., Courtois F., Azevedo J., Buhot L., Lerbs-Mache S. Build-
ing up of the plastid transcriptional machinery during germination
and early plant development. Plant Physiol. 2006;142(3): 993-1003.
DOI: 10. 1104/pp. 106. 085043

Demarsy E., Buhr F., Lambert E., Lerbs-Mache S. Characterization of
the plastid-specific germination and seedling establishment tran-
scriptional programme. J. Exp. Bot. 2012;63(2):925-939. DOI:
10.1093/jxb/err322

Erikson B., Stern D., Higgs D. Microarray analysis confirms the
specificity of a Chlamydomonas reinhadtrii chloroplast RNA sta-
bility mutant. Plant Physiol. 2005;137(2):534-544. DOI: 10.1104/
pp.104.053256

Fargo D.C., Boynton J.E., Gillham N.W. Mutations altering the pre-
dicted secondary structure of a chloroplast 5° untranslated region
affect its physical and biochemical properties as well as its ability
to promote translation of reporter mRNAs both in the Chlamydomo-
nas reinhardtii chloroplast and in Escherichia coli. Mol. Cell Biol.
1999;19(10):6980-6990.

Freyer R., Hoch B., Neckermann K., Maier R.M., Kdssel H. RNA edit-
ing in maize chloroplasts is a processing step independent of splicing
and cleavage to monocistronic mRNAs. Plant J. 1993;4(4):621-629.
DOI: 10.1046/j.1365-313X.1993.04040621

Geimer S., Belicova A., Legen J. Transcriptome analysis of the Fugle-
na gracilis plastid chromosome. Curr. Genet. 2009;55(4):425-438.
DOI: 10.1007/s00294-009-0256-8

Germain A., Hotto A.M., Barkan A., Stern D.B. RNA processing and
decay in plastids. RNA (WIREs RNA). 2013;4(3):295-316. DOIL:
10.1002/wrna.1161

Ghulam M.M., Zghidi-Abouzid O., Lambert E., Lerbs-Mache S., Mer-
endino L. Transcriptional organization of the large and the small ATP
synthase operons, atpl/H/F/A and atpB/E, in Arabidopsis thaliana
chloroplasts. Plant Mol. Biol. 2012;79(3):259-272. DOI: 10.1007/
s11103-012-9910-5

Giege P., Brennicke A. RNA editing in Arabidopsis mitochondria ef-
fects 441 C to U changes in ORFs. Proc. Natl Acad. Sci. USA. 1999;
96(26):15324-15329. DOI: 10.1073/pnas.96.26.15324

Gold L. Posttranscriptional regulatory mechanisms in Escherichia coli.
Annu. Rev. Biochem. 1988;57:199-233.

Gray J.C., Sullivan J.A., Wang J.H., Jerome C.A., MacLean D. Coor-
dination of plastid and nuclear gene expression. Phil. Trans. R. Soc.
Lond. 2003;358(1429):135-145. DOI: 10.1098/rstb.2002.1180

Gualberto J.M., Lamattina L., Bonnard G., Weil J.H., Grienenberg-
er JM. RNA editing in wheat mitochondria results in conserva-
tion of protein sequences. Nature. 1989;341(6243):660-662. DOI:
10.1038/341660a0

Hajdukiewicz P.T., Allison L.A., Maliga P. The two RNA polymer-
ases encoded by the nuclear and the plastid compartments tran-
scribe distinct groups of genes in tobacco plastids. EMBO J.
1997;16(13):4041-4048.

Hattori M., Sugita M. A moss pentatricopeptide repeat protein binds to
the 3’end of plastid clpP pre-mRNA and assists with mRNA matu-
ration. FEBS J. 2009;276(20):5860-5869. DOI: 10.1111/j.1742-
4658.2009.07267.x

Hess W.R., Borner T. Organellar RNA polymerases of higher plants.
Int. Rev. Cytol. 1999;190:1-59.

Hiesel R., Wissinger B., Schuster W., Brennicke A. RNA editing in
plant mitochondria. Science. 1989;246(4937):1632-1634. DOI:
10.1126/science.2480644

Hirose T., Sugiura M. Multiple elements required for translation of

2015
19-5

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

plastid atpB mRNA lacking the Shine-Dalgarno sequence. Nucl. Ac-
ids Res. 2004;32(11):3503-3510. DOI: 10.1093/nar/gkh682

Hoch B., Maier R.M., Appel K., Igloi G.L., Késsel H. Editing of
a chloroplast mRNA by creation of an initiation codon. Nature.
1991;353(6340):178-180. DOI: 10.1038/353178a0

Hotto A.M., Schmitz R.J., Fei Z., Ecker J.R., Stern D.B. Unexpected di-
versity of chloroplast noncoding RNAs as revealed by deep sequenc-
ing of the Arabidopsis transcriptome. G3 (Bethesda). 2011;1(7):559-
570. DOI: 10.1534/g3.111.000752

Kahlau S., Bock R. Plastid transcriptomics and translatomics of to-
mato fruit development and chloroplast-to-chromoplast differen-
tiation: chromoplast gene expression largely serves the production
of a single protein. Plant Cell. 2008;20(4):856-874. DOI: 10.1105/
tpc.107.055202

Kanesaki Y., Imamura S., Minoda A., Tanaka K. External light con-
ditions and internal cell cycle phases coordinate accumulation of
chloroplast and mitochondrial transcripts in the red alga Cyanidi-
oschyzon merolae. DNA Res. 2012;19(3):289-303. DOI: 10.1093/
dnares/dss013

Kapoor S., Sugira M. Expression and regulation of plastid genes. Pho-
tosynthesis: A Comprehensive Treatise. Camridge, UK: Cambr.
Univ. Press, 1998.

Kehoe D., Villand P., Somerville S. DNA microarrays for studies of
higher plants and other photosynthetic organisms. Trends Plant Sci.
1999;4(1):38-41. DOI: 10.1016/S1360-1385(98)01354-5

Khanam S.M., Naydenov N.G., Kadowaki K., Nakamura C. Mitochon-
drial biogenesis as revealed by mitochondrial transcript profiles dur-
ing germination and early seedling growth in wheat. Genes Genet.
Syst. 2007;82(5):409-420. DOI: 10.1266/ggs.82.409

Kozak M. Regulation of translation via mRNA structure in pro-
karyotes and eukaryotes. Gene. 2005;361:13-37. DOIL: 10.1016/
j-gene.2005.06.037

Kudla J., Hayes R., Gruissem W. Polyadenylation accelerates degrada-
tion of chloroplast mRNA. EMBO J. 1996;15(24):7137-7146.

Legen J., Kemp S., Krause K., Profanter B., Herrmann R.G., Ma-
ier R. M. Comparative analysis of plastid transcription profiles of
entire plastid chromosomes from tobacco attributed to wild-type and
PEP-deficient transcription machineries. Plant J. 2002;31(2):171-
188. DOL: 10.1046/j.1365-313X.2002.01349.x

Legen J., Wanner G., Herrmann R.G., Small 1., Schmitz-Linneweber C.
Plastid tRNA genes #rnC-GCA and trnN-GUU are essential for
plant cell development. Plant J. 2007;51(5):751-762. DOI: 10.1111/
j-1365-313X.2007.03177.x

Leister D. Chloroplast research in the genomic age. Trends Genet.
2003;19(1):47-56. DOI: 10.1016/S0168-9525(02)00003-3

Lerbs-Mache S. Function of plastid sigma factors in higher plants: reg-
ulation of gene expression or just preservation of constitutive tran-
scription? Plant Mol. Biol. 2011;76(3-5):235-249. DOI: 10.1007/
s11103-010-9714-4

Liere K., Borner T. Transcription and transcriptional regulation in
plastids. Topics in Current Genetics. Cell and Molecular Biology of
Plastids. Ed. R. Bock. Berlin: Heidelberg: Springer-Verlag, 2007;19:
121-174. DOI: 10.1007/978-3-540-75376-6

Liere K., Maliga P. Plastid RNA polymerases in higher plants. Regula-
tion of photosynthesis. Eds B. Andersson, E.-M. Aro. Netherlands,
Dordrecht: Kluwer Acad. Publ., 2001.

Lin Q., Yu N.-J., Spremulli L.L. Expression and functional analysis
of Euglena gracilis chloroplast initiation factor 3. Plant Mol. Biol.
1996;32(5):937-945.

Li-Pook-Than, J., Bonen L. Multiple physical forms of excised group
Il intron RNAs in wheat mitochondria. Nucl. Acids Res. 2006;34(9):
2782-2790. DOL: 10.1093/nar/gk1328

Loiselay C., Gumpel N.J., Girard-Bascou J., Watson A.T., Purton S.,
Wollman F.-A., Choquet Y. Molecular identification and function
of cis- and trans-acting determinants for petAd transcript stability
in Chlamydomonas reinhardtii chloroplasts. Mol. Cell Biol. 2008;
28(17):5529-5542. DOI: 10.1128/MCB.02056-07

HexpomocomHas HacneaCcTBEHHOCTb

525



JKCMpeccus XAopomnIacTHOrO reHOMa: COBPEMEHHbIE
npeacTaBeHns 1 SKCNepuUMeHTanbHbIe NYTU U3yYeHus

Lurin C., Andres C., Aubourg S., Bellaoui M., Bitton F. Genome-wide
analysis of Arabidopsis pentatricopeptide repeat proteins reveals their
essential role in organelle biogenesis. Plant Cell. 2004;16(8):2089-
2103. DOI: 10.1105/tpc.104.022236

Luro S., Germain A., Sharwood R., Stern D.B. RNase J participates
in a pentatricopeptide repeat protein-mediated 5’ end maturation
of chloroplast mRNAs. Nucl. Acids Res. 2013;41(19):9141-9151.
DOI: 10.1093/nar/gkt640

Lyska D., Meierhoff K., Westhoff P. How to build functional thylakoid
membranes: from plastid transcription to protein complex assembly?
Planta. 2013;237(2):413-428. DOI: 10.1007/s00425-012-1752-5

Maier U.G., Bozarth A., Funk H.T., Zauner S., Rensing S.A., Schmitz-
Linneweber C., Borner T., Tillich M. Complex chloroplast RNA
metabolism: just debugging the genetic programme? BMC Biology.
2008;6(36):1-9. DOI: 10.1186/1741-7007-6-36

Manna S. An overview of pentatricopeptide repeat proteins and their
applications. Biochimie. 2015;113:93-99. DOI: 10.1016/j.biochi.
2015.04.004

Meierhoff K., Felder S., Nakamura T., Bechtold N., Schuster G.
HCF152 an Arabidopsis RNA binding pentatricopeptide repeat
protein involved in the processing of chloroplast psbB-psbT-psbH-
petB-petD RNAs. Plant Cell. 2003;15(6):1480-1495. DOI: 10.1105/
tpc.010397

Melonek J., Mulisch M., Schmitz-Linneweber C., Grabowski E.,
Hensel G., Krupinska K. Whirly1 in chloroplasts associates with in-
tron containing RNAs and rarely co-localizes with nucleoids. Planta.
2010;232(2):471-481. DOI: 10.1007/s00425-010-1183-0

Minoda A., Nagasawa K., Hanaoka M., Horiuchi M., Takahashi H.,
Tanaka K. Microarray profiling of plastid gene expression in a
unicellular red alga, Cyanidioschyzon merola. Plant Mol. Biol.
2005;59(3):375-385. DOI: 10.1007/s11103-005-0182-1

MiyamotoT.,Obokatal.,SugiuraM.Asite-specific factorinteractsdirectly
with its cognate RNA editing site in chloroplast transcripts. Proc. Natl
Acad. Sci. USA.2004;101(1):48-52.DOI:10.1073/pnas.0307163101

Nagashima A., Hanaoka M., Motohashi R., Seki M., Shinozaki K.,
Kanamaru K., Takahashi H., Tanaka K. DNA microarray analysis of
plastid gene expression in an Arabidopsis mutant deficient in a plas-
tid transcription factor sigma, SIG2. Biosci. Biotechnol. Biochem.
2004;68(3):694-704. DOI:10.1271/bbb.68.694

Nakamura T., Furuhashi Y., Hasegawa K., Hashimoto H., Watanabe K.,
Obokata J., Sugita M., Sugiura M. Array-based analysis on tobacco
plastid transcripts:preparation of a genomic microarray containing
all genes and all intergeneric regions. Plant Cell Physiol. 2003a;
44(8):861-867. DOI: 10.1093/pcp/pegl01

Nakamura T., Meierhoff K., Westhoff P., Schuster G. RNA-binding
properties of HCF152, an arabidopsis PPR protein involved in the
processing of chloroplast RNA. Eur. J. Biochem. 2003b;270(20):
4070-4081. DOI: 10.1046/j.1432-1033.2003.03796.x

Nakamura T., Sugiura C., Kobayashi Y., Sugita M. Transcript profiling
in plastid arginine tRNA-CCG gene knockout moss: construction of
Physcomitrella patens plastid DNA microarray. Plant Biol. (Stuttg).
2005;7(3):258-265. DOI: 10.1055/5-2005-865620

Noordally Z.B., Ishii K., Atkins K.A., Wetherill S.J., Kusakina J., Wal-
ton E.J., Kato M., Azuma M., Tanaka K., Hanaoka M., Dodd A.N.
Circadian control of chloroplast transcription by a nuclear-encoded
timing signal. Science. 2013;339(6125):1316-1319. DOI: 10.1126/
science.1230397

Notsu Y., Masood S., Nishikawa T., Kubo N., Akiduki G., Nakazo-
no M., Hirai A., Kadowaki K. The complete sequence of the rice
(Oryza sativa L.) mitochondrial genome. Mol. Genet. Genomics.
2002;268(4):434-445. DOI: 10.1007/300438-002-0767-1

Ogihara Y, Endo A., Kojima T., Isono K., Hanaoka M., ShiinaT., Tera-
chi T., Utsugi S., Murata M., Mori N., Murai K., Matsuoka Y., Ohni-
shi Y., Tajiri H., Tsunewaki K Chinese Spring wheat (7riticum aes-
tivum L.) chloroplast genome: complete sequence and contig clones.
Plant Mol. Biol. Rep. 2000;18:243-253. DOI: 10.1007/BF02823995

Ogihara Y., Isono K., Kojima T., Endo A., Hanaoka M., Shiina T.,
Terachi T., Utsugi S., Murata M., Mori N., Takumi S., Ikeo K., Go-

526

BaBunnoBcKuii }KypHan reHeTuKkn n cenekymm « 19+ 5 2015

M.I. CuHasckas, H.I. JaHunerko, H.B. JlyxaHuHa,
AM. Wnmkesny, O.I. [laBblaeHKO

jobori T., Murai R., Murai K., Matsuoka Y., Ohnishi Y., Tajiri H.,
Tsunewaki K. Structural features of a wheat plastome as revealed by
complete sequencing of chloroplast DNA. Mol. Genet. Genomics.
2002;266(5):740-746. DOI: 10.1007/s00438-001-0606-9

Ohyama K. Chloroplast and mitochondrial genomes from a liverwort,
Marchantia polymorpha — gene organization and molecular evolu-
tion. Biosci. Biotech. Biochem. 1996;60:16-24.

Okuda K., Hammani K., Tanz S.K., Peng L., Fukao Y., Myouga F., Mo-
tohashi R., Shinozaki K., Small 1., Shikanai T. The pentatricopeptide
repeat protein OTP82 is required for RNA editing of plastid ndhB
and ndhG transcripts. Plant J. 2010;61(2):339-349. DOI: 10.1111/
j-1365-313X.2009.04059.x

Okuda K., Nakamura T., Sugita M., Shimizu T., Shikanai T. A pentatri-
copeptide repeat protein is a site recognition factor in chloroplast
RNA editing. J. Biol. Chem. 2006;281(49):37661-37667.

Opdyke J.A., Kang J.G., Storz G. GadY, a small-RNA regulator of acid
response genes in Escherichia coli. J. Bacteriol. 2004;186(20):6698-
705. DOL: 10.1128/JB.186.20.6698-6705.2004

Peled-Zehavi H., Danon A. Translation and translational regulation in
Chloroplasts. Topics in Current Genetics. Cell and Molecular Biol-
ogy of Plastids. Ed. R. Bock. Berlin: Springer-Verlag, 2007;19:249-
281. DOI:10.1007/978-3-540-75376-6

Pfalz J., Bayraktar O.A., Prikryl J., Barkan A. Site-specific binding of a
PPR protein defines and stabilizes 5’ and 3 mRNA termini in chlo-
roplasts. EMBO J. 2009;28 (14):2042-2052. DOI: 10.1038/emboj.
2009.121

Plader W., Sugiura M. The Shine-Dalgarno-like sequence is a nega-
tive regulatory element for translation of tobacco chloroplast
rps2 mRNA: an additional mechanism for translational control in
chloroplasts. PlantJ. 2003;34(3):377-382. DOI: 10.1046/j.1365-
313X.2003.01732.x

Pogoryelov D., Reichen C., Klyszejko A.L., Brunisholz R., Mull-
er D. J., Dimroth P., Meier T. The oligomeric state of ¢ rings from
cyanobacterial F-ATP synthases varies from 13 to 15. J. Bacteriol.
2007;189(16):5895-5902. DOI: 10.1128/JB.00581-07

Pogoryelov D., Yu J., Meier T., Vonck J., Dimroth P., Muller D.J. The
cl5 ring of the Spirulina platensis F-ATP synthase: F1/FO symme-
try mismatch is not obligatory. EMBO Rep. 2005;6(11):1040-1044.
DOI: 10.1038/sj.embor.7400517

Prikryl J., Rojas M., Schuster G., Barkan A. Mechanism of RNA sta-
bilization and translational activation by a pentatricopeptide repeat
protein. Proc. Natl Acad. Sci. USA. 2011;108(1):415-420. DOI:
10.1073/pnas.1012076108

Rogalski M., Ruf S., Bock R. Tobacco plastid ribosomal protein S18 is
essential for cell survival. Nucl. Acids Res. 2006;34(16):4537-4545.
DOI: 10.1093/nar/gkl634

Riidinger M., Polsakiewicz M., Knoop V. Organellar RNA editing and
plant-specific extensions of pentatricopeptide repeat proteins in
junger manniid but not in marchantiid liverworts. Mol. Biol. Evol.
2008;25(7):1405-1414. DOI: 0.1093/molbev/msn084

Ruwe H., Castandet B., Schmitz-Linneweber C., Stern D.B. Arabidop-
sis chloroplast quantitative editotype. FEBS Lett. 2013;587(9):1429-
1433. DOI: 10.1016/j.febslet.2013.03.022

Salone V., Rudinger M., Polsakiewicz M., Hoffmann B., Groth-Malo-
nek M., Szurek B., Small 1., Knoop V., Lurin C. A hypothesis on the
identification of the editing enzyme in plant organelles. FEBS Lett.
2007;581(22):4132-4138. DOI:10.1016/j.febslet.2007.07.075

Schena M., Shalon D., Davis R.W., Brown P.O. Quantitative monitor-
ing of gene expression patterns with a complementary DNA mi-
croarray. Science. 1995;270(5235):467-470. DOI:10.1126/science.
270.5235.467

Schmitz-Linneweber C., Regel R., Du T.G., Hupfer H., Herrmann R.G.,
Maier R.M. The plastid chromosome of Atropa belladonna and its
comparison with that of Nicotiana tabacum: The role of RNA edit-
ing in generating divergence in the process of plant speciation. Mol.
Biol. Evol. 2002;19(9):1602-1612. DOI: 10.1093/oxfordjournals.
molbev.a004222

Schmitz-Linneweber C., Small 1. Pentatricopeptide repeat proteins:



Expression of the chloroplast genome: modern
concepts and experimental approaches

a socket set for organelle gene expression. Trends Plant Sci.
2008;13(12):663-670. DOI: 10.1016/j.tplants.2008.10.001

Schmitz-Linneweber C., Williams-Carrier R., Barkan A. RNA immu-
noprecipitation and microarray analysis show a chloroplast PPR
protein to be associated with the 5'-region of mRNAs whose trans-
lation it activates. Plant Cell. 2005;17:2791-2804. DOI: 10.1105/
tpc.105.034454

Schweer J., Tiirkeri H., Kolpack A., Link G. Role and regulation of
plastid sigma factors and their functional interactors during chloro-
plast transcription — recent lessons from Arabidopsis thaliana. Eur. J.
Cell Biol. 2010;89(12):940-946. DOI: 10.1016/j.€jcb.2010.06.016

Sharma M.R., Wilson D.N., Datta P.P., Barat C., Schluenzen F., Fuci-
ni P., Agrawal R.K. Cryo-EM study of the spinach chloroplast ribo-
some reveals the structural and functional roles of plastid-specific
ribosomal proteins. Proc. Natl Acad. Sci. USA. 2007;104(49):19315-
19320. DOI: 10.1073/pnas.0709856104

ShenY., LiC., McCarty d.R., Meeley R., Tan B.-C. Embryo defectivel2
encodes the plastid initiation factor 3 and is essential for embryogen-
esis in maize. Plant J. 2013;74(5):792-804. DOI: 10.1111/tpj.12161

Shiina T., Yuichi T., Yoichi N., Khan M.S. Plastid RNA polymerases,
promoters, and transcription regulators in higher plants. Intern. Rev.
Cytol. 2005;244:1-68. DOI: 10.1016/S0074-7696(05)44001-2

Shikanai T. RNA editing in plants: Machinery and flexibility of site
recognition. Biochim. Biophys Acta. 2015;1847(9):779-785. DOI:
10.1016/j.bbabio.2014.12.010

Shikanai T., Fujii S. Function of PPR proteins in plastid gene expression.
RNA Biology. 2013;10(9):1446-1456. DOI: 10.4161/rna.25207

Siniauskaya M., Naydenov N., Davydenko O., Nakamura C. Macroar-
ray for studying chloroplast gene expression profiles associated with
the initial development of wheat. Proc. of the 11t Intern. Wheat
Genet. Symp. Ed. R. Appels et al. 2008.

Small I.D., Peeters N. The PPR motif: a TPR-related motif prevalent in
plant organellar proteins. Trends Biochem. Sci. 2000;25(2):46-47.
DOI: 10.1016/S0968-0004(99)01520-0

Staub J.M., Maliga P. Accumulation of D1 polypeptide in tobacco
plastids is regulated via the untranslated region of the psbA mRNA.
EMBO J. 1993;12(2):601-606.

Stern D.B., Goldschmidt-Clermont M., Hanson M.R. Chloroplast
RNA metabolism. Annu. Rev. Plant Biol. 2010;61:125-155. DOI:
10.1146/annurev-arplant-042809-112242

Stock D., Leslie A.G.W., Walker J.E. Molecular architecture of the
rotary motor in ATP synthase. Science. 1999;86(5445):1700-1705.
DOI: 10.1126/science.286.5445.1700

Stoppel R., Meurer J. Complex RNA metabolism in the chloroplast:
an update on the psbB operon. Planta. 2013;237(2):441-449. DOL:
10.1007/s00425-012-1782-z

Stoughton R.B. Applications of DNA microarrays in biology. Annu.
Rev. Biochem. 2005;74:53-82. DOI: 10.1146/annurev.biochem.
74.082803.133212

Sugita M., Miyata Y., Maruyama K., Sugiura C., Arikawa T., Higu-
chi M. Extensive RNA editing in transcripts from the PsbB operon
and RpoA gene of plastids from the enigmatic moss Takakia lepidoz-
ioides. Biosci. Biotechnol. Biochem. 2006;70(9):2268-2274. DOI:
10.1271/bbb.60204

Sugiura M. Plastid mRNA translation Chloroplast Biotechnology. Meth-
ods and Protocols. Methods in Molecular Biology. Ed. P. Maliga.
Humana Press. 2014;1132:73-90. DOI 10.1007/978-1-62703-995-6

Sugiura M., Hirose T., Sugita M. Evolution and mechanism of trans-
lation in chloroplasts. Annu. Rev. Genet. 1998;32:437-459. DOIL:
10.1146/annurev.genet.32.1.437

Swiatecka-Hagenbruch M., Emanuel C., Hedtke B., Liere K., Born-
er T. Impaired function of the phage-type RNA polymerase RpoTp
in transcription of chloroplast genes is compensated by a second
phage-type RNA polymerase. Nucl. Acids Res. 2008;36(3):785-792.
DOI: 10.1093/nar/gkm1111

Takenaka M., Zehrmann A., Hartel B., Kugelmann M., Verbitskiy D.,
Brennicke A. Multiple organellar RNA editing factor (MORF) fam-
ily proteins are required for RNA editing in mitochondria and plas-

2015
19-5

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

tids of plants. Proc. Natl Acad. Sci. USA. 2012;109(13):5104-5109.
DOI: 10.1073/pnas.1202452109

Takenaka M., Zehrmann A., Verbitskiy D., Hértel B., Brennicke A.
RNA editing in plants and its evolution. Annu. Rev. Genet. 2013;
47(13):335-352. DOI: 10.1146/annurev-genet-111212-133519

Tiller N., Bock R. The translational apparatus of plastids and its role in
plant development. Mol. Plant. 2014;7(7):1105-1120. DOI: 10.1093/
mp/ssu022

Tiller N., Weingartner M., Thiele W., Maximova E., Schéttler M.A.,
Bock R. The plastid-specific ribosomal proteins of Arabidopsis
thaliana can be divided into non-essential proteins and genuine ribo-
somal proteins. Plant J. 2012;69(2):302-316. DOI: 10.1111/j.1365-
313X.2011.04791.x

Toyoshima Y., Onda Y., Shiina T., Nakahira Y. Plastid transcription
in higher plants. CRC Crit Rev. Plant Sci. 2005;24(1):59-81. DOI:
10.1080/07352680590910438

Tozawa Y., Teraishi M., Sasaki T., Sonoike K., Nishiyama Y., Itaya M.,
Miyao A., Hirochika H. The plastid sigma factor SIG1 maintains
photosystem I activity via regulated expression of the psaA operon
in rice chloroplasts. Plant J. 2007;52(1):124-132. DOI: 10.1111/
j-1365-313X.2007.03216.x

Valkov V.T., Scotti N., Kahlau S. Maclean D., Grillo S., Gray J.C.,
Bock R., Cardi T. Genome-wide analysis of plastid gene expression
in potato leaf chloroplasts and tuber amyloplasts: transcriptional and
posttranscriptional control. Plant Physiol. 2009;150(4):2030-2044.
DOI: 10.1104/pp.109.140483

Verbitskiy D., van der Merwe J.A., Zehrmann A., Brennicke A., Take-
naka M. Multiple specificity recognition motifs enhance plant mito-
chondrial RNA editing in vitro. J. Biol. Chem. 2008:283(36):24374-
24381. DOI: 10.1074/jbc.M803292200

Wakasugi T., Tsudzuki J., Ito S., Nakashima K., Tsudzuki T., Sugiura M.
Loss of all ndh genes as determined by sequencing the entire chlo-
roplast genome of the Black Pine Pinus thunbergii. Proc. Natl Acad.
Sci. USA. 1994;91(21):9794-9798. DOI: 10.1073/pnas.91.21.9794

Walter M., Kilian J., Kudla J. PNPase activity determines the efficiency
of mRNA 3’-end processing, the degradation of tRNA and the extent
of polyadenylation in chloroplasts. EMBO J. 2002;21(24):6905-
6914. DOI: 10.1093/emboj/cdf686

Westhoff P., Hermann R.G. Complex RNA maturation in chloroplasts:
the psbB operon from spinach. Eur. J. Biochem. 1988;171(3):551-
564. DOI: 10.1111/j.1432-1033.1988.tb13824.x

Wicke S., Schneeweiss G.M., dePamphilis C.W., Miiller K.F., Quandt D.
The evolution of the plastid chromosome in land plants: gene con-
tent, gene order, gene function. Plant Mol. Biol. 2011;76(3/5):273-
297. DOI: 10.1007/s11103-011-9762-4

Williams-Carrier R., Kroeger T., Barkan A. Sequence-specific bind-
ing of a chloroplast pentatricopeptide repeat protein to its native
group Il intron ligand. RNA. 2008;14(9):1930-1941. DOI: 10.1261/
rna.1077708

Wostrikoff K., Stern D. Rubisco large-subunit translation is autoregu-
lated in response to its assembly state in tobacco chloroplasts. Proc.
Natl Acad. Sci. USA. 2007;104(15):6466-6471. DOI: 10.1073/pnas.
0610586104

Xu T., Lee K., Gu L., Kim J.I., Kang H. Functional characteriza-
tion of a plastid-specific ribosomal protein PSRP2 in Arabidopsis
thaliana under abiotic stress conditions. Plant Physiol. Biochem.
2013;73:405-411. DOI: 10.1016/j.plaphy.2013.10.027

Yagi Y., Shiina T. Recent advances in the study of chloroplast gene
expression and its evolution. Front. Plant Sci. 2014;5(61):1-7. DOI:
10.3389/1pls.2014.00061

Yamaguchi K., Beligni M.V, Prieto S., Haynes P.A., McDonald W.H.,
Yates J.R. 3rd Mayfield S.P. Proteomic characterization of the Chlam-
ydomonas reinhardtii chloroplast ribosome. Identification of proteins
unique to the 70 S ribosome. J. Biol. Chem. 2003;278(36):33774-
33785. DOIL: 10.1074/jbc.M301934200

Yamaguchi K., Prieto S., Beligni M. V., Haynes P.A., McDonald W.H.,
Yates J.R. 3rd, Mayfield S.P. Proteomic characterization of the small
subunit of Chlamydomonas reinhardtii chloroplast ribosome: identi-

HexpomocomHas HacneaCcTBEHHOCTb

527



JKCMpeccus XAopomnIacTHOrO reHOMa: COBPEMEHHbIE
npeacTaBeHns 1 SKCNepuUMeHTanbHbIe NYTU U3yYeHus

fication of a novel S1 domain-containing protein and unusually large
orthologs of bacterial S2, S3, and S5. Plant Cell. 2002;14(11):2957-
2974. DOI: 10.1105/tpc.004341

Yehudai-Resheff S., Hirsh M., Schuster G. Polynucleotide phosphor-
ylase functions as both an exonuclease and a poly(A) polymerase
in spinach chloroplasts. Mol. Cell. Biol. 2001;21(16):5408-5416.
DOI:10.1128/MCB.21.16.5408-5416.2001

Zerges W., Auchincloss A.H., Rochaix J.D. Multiple translational
control sequences in the 5’ leader of the chloroplast pshC mRNA
interact with nuclear gene products in Chlamydomonas reinhardtii.
Genetics. 2003;163(3):895-904.

Zerges W., Girard-Bascou J., Rochaix J.D. Translation of the chloro-
plast psbC mRNA is controlled by interactions between its 5 leader
and the nuclear loci TBC1 and TBC3 in Chlamydomonas reinhardtii.
Mol. Cell Biol. 1997;17(6):3440-3448.

Zghidi W., Merendino L., Cottet A., Mache R., Lerbs-Mache S. Nu-
cleus-encoded plastid sigma factor SIG3 transcribes specifically the
psbN gene in plastids. Nucl. Acids Res. 2007;35(2):455-464. DOL:
10.1093/nar/gkl1067

Zghidi-Abouzid O., Merendino L., Buhr F., M. Ghulam M., Lerbs-Ma-
che S. Characterization of plastid psbT sense and antisense RNAs.
Nucl. Acids Res. 2011;39(13):5379-5387. DOI: 10.1093/nar/gkr143

M.I. CuHasckas, H.I. JaHunerko, H.B. JlyxaHuHa,
AM. Wnmkesny, O.I. [laBblaeHKO

Zhelyazkova P. The transcriptome of barley chloroplasts revealed by
deep sequencing. Dissertation. Berlin, 2012

Zhelyazkova P., Hammani K., Rojas M., Voelker R., Vargas-Suarez M.,
Boérner T., Barkan A. Protein-mediated protection as the predomi-
nant mechanism for defining processed mRNA termini in land
plant chloroplasts. Nucl. Acids Res. 2012;40(7):3092-3105. DOI:
10.1093/nar/gkr1137

Zhelyazkova P., Sharma C.M., Forstner K.U., Liere K., Vogel J., Bérn-
er T. The primary transcriptome of barley chloroplasts: numerous
noncoding RNAs and the dominating role of the plastid-encoded
RNA polymerase. Plant Cell. 2012;4(1):123-136. DOI: 10.1105/
tpc.111.089441

Zmienko A., Guzowska-Nowowiejska M., Urbaniak R., Plader W., For-
manowicz P., Figlerowicz M. A tiling microarray for global analy-
sis of chloroplast genome expression in cucumber and other plants.
Plant Methods. 2011;7:29. DOI: 10.1186/1746-4811-7-29

Zoschke R., Nakamura M., Liere K., Sugiura M., Boérner T., Schmitz-
Linneweber C. An organellar maturase associates with multiple
group II Introns. Proc. Natl. Acad. Sci. USA. 2010;107(7):3245-
3250. DOI: 10.1073/pnas.0909400107



