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CIIUCOK COKPAIIIEHUM

AAA+ — AT®a3a, accounnpoBaHHas ¢ Pa3IMYHbIMU KJIETOYHBIMU aKTUBHOCTSIMH;
AJIK — 5-amMuHOJIEBYTMHOBASI KUCIIOTA;

MX — marauii-xenarasa;

I1IT — nporonopdupun IX;

ITXJI1 — mpoToxaopouiuin;

XJI — xmopodu,

CHLI — cyobpenununa [ Maramii-xenarassr;
CHLD - cyowenununa D marauii-xemnarassi,
CHLH — cyopenununa H Marauii-xemnarassi,
GTR — rmyramun-tPHK-penykrasa;

Mg-I1I1 — marauit-npotonopdupus 1X;

Mg-IITIMD — marnuii-nporonopdupun X MoHOMETHUIIOBBIH 2PUp



BBEJAEHUE

Xnopopwmmisl (XJI) — yHHKanbHBIE TPUPOAHBIE TETPANUPPOIIBI, UTPAIONINE KIIOYEBYIO
poJib HE TOJBKO B JKM3HHM (POTOCHHTE3UPYIOUIMX OPraHW3MOB, HO M Bceil Oumocdepe. Mx
OMOCHHTE3 CBs3aH C MOP(OrEHE30M pPACTHUTEIbHONW KJIETKH W pPeaknusMu (OTOCHHTE3a —
3allacaHWeM M Tepeiadeil JHepruu cBera. BaxHeimas (yHIaMeHTanbHas mpoliema
COBPEMCHHOW OMOJIOTUYECKOW HAYKH COCTOMT B W3YYEHHHM IPUPOIBI MPOIECCOB OMOCHHTE3a
XJI, MEXaHU3MOB €ro TEeHETHYECKOW W OMOXMMHYECKOH pErylslud U 3aKOHOMEPHOCTEU
U3MCHEHHI, KOTOPBIC OHM IPETEPIICId B XOJC HBOJIONMU IPH aJaNTalud K Pa3IHuHbIM
UCTOYHUKAM M popMaM OcBeleHus. M3ydeHue cyrnpeccuu MyTaiuii, OJOKHPYIOIINX KITFOYSBbIE
stanbl 6nocuntesa XJI y Chlamydomonas reinhardtii (C. reinhardtii), orkpsiBaeT BO3MOXHOCTH
BBISIBJICHUSI KOMIICHCATOPHBIX MEXaHM3MOB, 00CCIICUMBAIOIIMX (DYHKIIMOHUPOBAHUE armapara
OouocunTesa XJI mpu ero HapylIeHHH, M T03BOJSICT OIICHUTH AaJAlTUBHBIN MOTCHIUAI
(OTOCHHTE3UPYIOIIEH KICTKH.

Bosibiioe BHUMaHKE yACNSACTCS U3YYCHHUIO POJIM IUTOKMHUHOB B PETYJISAIUN OMOCHHTE3a
xsopo¢pminia. CBET U IUTOKWHUHBI OKa3bIBAIOT CXOKEE BIMSHUE HA POCT M Pa3BUTHE PACTCHUI —
OHHU KOHTPOJIMPYIOT PACKPBITHE CEMSIIONCH M Pa3BUTHE JIMCTHEB, allMKAIbHOS JOMHUHUPOBAHUE,
nuddepenmanuo  xgopormiacta u ap. [ABepuna u  Sponckas, 2012]. Ilensii psa
(OTOCHHTETHYECKUX SIJICPHBIX TEHOB, JKCIPECCUS KOTOPBIA PETYIUPYETCS CBETOM, TaKXKe
OTBEYACT M Ha JCHUCTBHE IIMTOKMHUHOB. [Ipu 3TOM O ponu u MeTaboJIM3Me HUTOKUHUHOB Y
OJTHOKJIETOYHBIX BOAOPOCIICH H3BECTHO OYCHBb MAJIO.

OOBeKT WccneoBaHMA — 3elieHas OJHOKJIETOYHAs BOAOPOCIb  XJIAMHOMOHAA
C. reinhardtii. DTOT MHKpPOOpPraHHW3M, WHTCHCHBHO HCIIOJB3YEeMbIii B JKCIEPHMEHTAIBHBIX
UCCJICIOBAaHHUSX T'€HETHMYECKOTO KOHTPOJSI MPOIECCOB (HOTOCHHTE3a, SBISIETCS MOJCIbHBIM
OMOJOTrUYECKUM 00BEKTOM, COBMEIIAIOIIUM B ce0e 0COOEHHOCTU T€HETUYECKUX CHUCTEM IMpOo- U
sykapuot [Harris, 1989; Rochaix, 1995]. C. reinhardtii oTHOCAT K 3eN€HBIM BOAOPOCISIM
(Chlorophyta), mopsinka Chlamydomonadales (tak usBectHbiii kak Volvoxcales), cemeiicTa
Chlamydomonadaceae. Ona cmocoOHa K TpéM THNAM NUTaHUS:  (POTOTPOPHOMY,
MHUKCOTpOoHOMY M rerepoTpodHOoMy. B oTimume oOT BBICIIMX pacTeHUH, (OpMUPOBaHUE
(OTOCMHTETHYECKNX MEMOpaH XJIOPOILIaCTa M CHHTE3 XJIOPO(pUIUIa B KIETKaX XJIAMHIOMOHA/IbI
NPOUCXOIUT HE TOJBKO Ha CBETY, HO M B TEMHOTE, — 33 CUET YTHIM3AUU UCTOYHHKOB yriepoja
U3 MHTATeNBbHOW cpenbl. YcmemHoe ucnonb3oBanue C. reinhardtii B kadecTBe MOJETBHOTO

00beKTa TEHETUYECKUX MCCIICIOBAHUN OOYCIIOBIIEHO TAKUMHU OCOOEHHOCTSIMU €€ OMOJIOTHH, KaK



HAJIMYHME TIOJIOBOTO PAa3MHOXKEHUS, KOPOTKHH Taruioa3Hblid JKU3HEHHBIH NUKI M TPOCTOTA
KYJIbTUBHPOBAHUS.

Llenpto paboThl crayio HM3yueHHE peBepraHTa R6-DIrS, y KoToporo BocCTaHOBIICHHE
OouocuHTe3a ximopodmmia Ha (oHe Mmyranuu OecximopoduiasHocTH brs-1 B reme CHLH,
KOJUPYIOIIEM OOJNbIIyI0 CYOBEIMHUIly MarHui-Xenarasbl, MPOU30IUIO B pe3yJbTare
JIOMHUHAHTHOM CYIPECCOPHOM MyTaIlMH, TECHO CIEIUICHHOU ¢ MyTarueit brs-1.

Jlnst peanu3anuy MoCTaBJICHHOM 1eTH ObLIO HEOOXOJMMO BBITIOJHHUTE CICIYIOIINE 3a/1auu:

1. OcBoeHHE HAaBBIKOB pPabOThl C KyJIbTypamMu KieTok Bomopociu Chlamydomonas
reinhardtii, mpuroroBiieHuUs cpell ¥ METOOB KYJIbTHUBUPOBAHHSL.

2. OcBoeHHE MOJICKYJISIPHO-OMOJIOTHYECKHX METO/IOB pabOThI C BOJOPOCIISIMH.

3. Uzyuenue mopdonoruueckux ocodeHHOCcTel peBepranTa R6-brs.

4. AHanu3 S3KCIPECCHU T'eHOB, KOJIUPYIOIIUX OCHOBHBIC (epMeHThl OnocuHTe3a XJI u

IUTOKUHUHOB B Kjierkax C. reinhardtii gukoro Tuma W peBepTaHTa B pa3iMUYHBIX

YCIOBHSX KYJIbTHBHUPOBAHUS.

5. Tlouck cympeccopHoii MyTaluu B reHoMe peBepranta R6-brs.



1 O030p JauTEpaTypHI

3a TOCIeHUE HECKONBKHX JICCATHICTUH OJHOKIETOYHAs 3eJeHas BOJOPOCIb
Chlamydomonas (C.) reinhardtii crama MoaeIbHBIM OpPraHM3MOM TIE€HETHKH ()OTOCHHTE3a
[Grossman, 2000]. CrnocoOGHOCTH 3TOW BOAOPOCIH pAacTH TeTePOTPOYHO B TEMHOTE,
MeTaboNMnu3upyss SK30TCHHBIN alleTaT, MO3BOJMIA OTHOCHTEIBHO JIETKO BBIICIUTH MIMPOKHIA
cinektp myrantoB C. reinhardtii, ¢ mapymennsiMm ¢ortocunrezom (Pucynok 1) [Harris, 2001].
Takue MyTaHTBI JIETKO aHATU3UPYIOTCS METOJaMU THOPHI0JIOIHYECKOro aHaIn3a, Tak Kak 3TOT
OpPraHu3M HMMEET IMOJIOBOM MPOILECC U OTHOCUTEIBHO MPOCTONM M KOPOTKUW KU3HEHHBIA UK.
Kpome Ttoro, mns wm3ydenuss C. reinhardtii nmpumeHuMbl pasiau4Hble (QH3HOIOTHYECKHE,
OMOXMMHUYECKUE, TCHETHYCCKHE M MOJICKYJISPHBIE MHCTPYMEHTBI, YTO JETaeT €€ HACAIbHOI
MOJICIHOM  CHCTEMOW Uil BBIICHCHHUSI T€HETHYECKOTO KOHTPOJISI TaKMX BaKHEHIIHX

OMOJIOTMYECKHX MPOIECCOB, Kak (poTOCHHTE3 U 0OpasoBanue xiuopoduiia [Rochaix, 2002].

Pucynox 1. Iurmentnnie myrantbl C. reinhardtii u3 Ilereprodcekoii I'eHeTuueckoii

Koanexkuun

1.1 BuocuHTe3 TeTPANUPPOJIOB B (POTOCHHTE3MPYIOLIEH KiIeTKe

CBer — OCHOBHOW (haKTOp BHEIIHEU CPEJbl, ONPEACISIONIUN KU3Hb pacTeHuil. [Ipu
W3YYEHUU TPOILIECCOB YTHIM3ALMM CBETAa PACTEHMSIMH HauOOJIbIIUI MHTEpeC MpPEJCTaBISIOT
MEXaHHU3MBI PETYJISINN OMOCHHTE3a XJIOPOTUIACTHBIX MUTMEHTOB U MX BOBIIEYEHHE HE TOJIHKO B

peaknnuun (bOTOCI/IHTe3a, HO W B PpCrysauuro Apyrux KICTOYHBIX IIPOLCCCOB. IIurmeHnTHI



XJIOpOIIacTa — XJIOPOPHIUTBI U KAPOTUHOUABI UTPAIOT BAXHYIO PO B (DYHKIIMOHWPOBAHUH
(OTOCHHTETHYECKOTO amnmapaTa, BKJIIOYas: YIpaBICHUWE SHeprueidl BO30YXKIeHHs, OuoreHes
dorocuHTETHYECKMX MEMOpaH W WHTErpanuio (OTOCHUHTETHYECKHX (YHKIMHA C peryisuuei
JPYTrUX KJIETOYHBIX mporeccoB. Kak XIopoduiut, Tak U MOJICKYJIbI KAPOTHHOMIOB CBSI3BIBAIOTCS
C MHTETPaJIbHBIMU O€JIKaMU MAaIlMHBI (POTOCHUHTE3a, TJC€ OHHM MOTJIOIIAIOT CBETOBYIO SHEPTHUIO
JUI TEHEpaluu SHEPruM XHUMHYECKUX CBsi3ed (B BHIE caxapoB), a Takxke 3(P(PEKTUBHO
KOHTPOJIUPYIOT UCIIONIB30BaHUE SHEPruu Bo30yxaeHus [Lohr et al., 2005]. KaporuHou sl Takxke
Y4aCTBYIOT B OKHCIIMTEILHO-BOCCTAHOBUTENBHBIX peaknusx [Frank and Brudvig, 2004], 3amure
OpPraHu3MOB OT (DOTOMOBPEKICHHUN IyTeM TYIICHHS CHHIJIETHOTO KHCJIOPOAA M TPHUILIETHBIX
cocrosiuuii  xmopodusuia [Baroli et al.,, 2003] u auccumnaryu W30BITOYHOM IOTJIOUICHHOM
SHEPTUU CBETA MOCPEICTBOM B3aUMOJCHCTBUSA C CHHIJIETHBIMUA BO30YXKJACHHBIMU MOJIEKYJIaMHU
xnmopoduta [Ma et al., 2003]. Ouu gaxce crioCOOHBI CTAOMIU3UPOBATH CTPYKTYPY THIAKOUIHBIX
membpan [Havaux and Niyogi, 1999]. MaTepecHo, 4TO HHTEpMEAUATEI OMOCHHTE3a XJIOpOQHILIa
(Mg-niporoniopdupun X, mpoToXxI0poGUILIINAI) MOTYT CIIYKUTh 3JIECMEHTaAMHU PETPOrpaaHOM (13
XJIOPOIIJIAaCcTa B SIAPO) PETYJSAINH, — MOJIEKYJIaMH, TIepeIaloNIMH CUTHAIIBI M3 XJIOPOILJIacTa B
PO, TEM CaMBIM PETYJIHPYsl IKCIPECCHIO TCHOB, KOJUPYIOIIUX OCNIKU armmapara (OTOCHHTE3a,
BKIIIOYAss ~ CBETOCOOMpAIONIME  XJOPO(QWILI-CBS3BIBAIONIME  OCJIKH WM TOJHMIICHTH]IBI
ceetocoouparomiero kommiekca (LHC) [Strand et al., 2003]. Mexanuambl OHOCHHTE3a
XJIOPO(HIUIOB ¥ KAPOTUHOUIOB TOYHO HACTPOCHBI IS QIalTAIIMK PACTYIINX KIETOK B YCIOBHUSX
Pa3IMYHOTO OCBEUICHHUS, U 3aIUTHI KIIETKU OT (OTOACCTPYKIUHU. [IpOMEKyTOUHBIE COCTMHEHHUS
O6uocuHTe3a XJOPOMUIIIOB HECTaOWIbHBI W (OTOPEAKTHBHBI, M HUX HAKOMJIEHHE MOXKET
MPUBOANTH K (POTOCEHCHOMIM3AIMA — BBI3BIBATH 00pa30BaHUE PEAKTHUBHBIX (POpM KucCIOpoaa,
pa3pylIaroIero JUMUILI KJIETOUHBIX MeMOpaH. XoTs o0pa3oBaHHE KaK XJIOPO(PHILUIOB, Tak U
KapOTMHOUIOB MPOMCXOJUT B XJIOPOIUIACTaX, B COCYIHMCTBIX pPACTEHHSX BCE (EPMEHTHI,
3aJeiICTBOBaHHbIE B 3TUX MpPOLECCAaX, KOJUPYIOTCA SJEPHBIMU T'€HAaMH M CHUHTE3UPYIOTCA B
IIUTOIUIa3Me KJIETOK B Ka4eCcTBE OENKOB-TIPEANIECTBEHHUKOB ¢ aMUHOKOHIIEBBIMH y/UTMHEHUSIMA
(TpPaH3UTHBIMU TIENTHIAMH), KOTOPBIE TO3BOJIAIOT UM MPOXOAUTH Yepe3 JABOWHBIE MEMOpaHBI
XJIOpoIuIacTa K Mecty GpyHkunonuposanus [Lohr et al., 2005].

Xnopopwin mnpencTaBiseT coO0H NIMKIMYECKUH TeTpanuppos, KOOPAMHUPOBAHHBIN
neHTpanpHbiM HoHoM Mg?*. CHHTe3 Xmopoduima B pacTeHHsIX M BOZOPOCISX MPOUCXOIUT IO
C5-mryTHi, B KOTOPOM MCXOHBIN MPEIIIECTBEHHUK TTYTH, 5-aMHHOJIEBYIMHOBas kuciora (AJIK),
CHUHTE3MpYeTCsS U3 MOJIEKYN ITyTaMUHOBOW KucioThl (PucyHok 2). 3arem ase monekynsl AJIK
KOHJIEHCHPYIOTCSL ¢ 00pa3oBaHUeM NOPPOOMIMHOTeHA, U YeThIpe MOJIEKYJIbl Mop(oOUIMHOreHa
COEUHSIOTCA, 00pa3ys MepBbI JIMHEHHBIM TETpanupposl TUAPOKCUMETHIIONIAaH, KOTOPbIM Mo

neiictBueM gepmenta ypornopdupunoren |1l cunrassl npespamiaercs B yponopgupusnore 1.
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[Tocne o6pazoBanus ypomnopdupunorena Il mpoucxomut mepBoe pa3BeTBIECHHE MyTEH
OWocuHTE3a  TeTpanuppoibHbIX  murMmeHToB  (Pucynox  2).  JlekapOokcmimpoBaHue
yponopdupunorena Il Bemer x mopdupunam u xmnopodmmiaM, a C-METWIMPOBAHUE UeEpes3
[Tpexoppun-1 — k Buramuny B12 u gpyrum kobanamunam [Muponos, 1998].

[IpeBpamenue ypomnophupunorena III moxg Bausauem ypomnopdupunoren |l
JexkapOoKcuia3bl BKJIIOYAET I0CIIEI0BATENbHOE JI€KapOOKCUIIMPOBAHUE OCTAaTKOB YKCYCHOM
KACIOTHl 10  METHJIBHOM rpymmbl ¢ oOpa3oBanueM  komponopdupunorena Il
Komnponopdupunoren III mox naeiictBuem komnponopdupunored Ill-okcumassl moasepraercs
OKHCIUTEIbHOMY JAeKapOOKCcHIMpoBaHUto. B pesynbrare 1Ba ocraTka NMPONMOHOBOW KHCIIOTHI
IpeBpalaloTcs B BUHWIbHBIE TpyHmbl U obOpasyercss mpotonopdupunoren IX. Iocnennuit
depmenTatuBHO okucisiercs B mporonopdupun IX. Ha 3ToM yyacTke mpoMCXOIUT NanbHeiIee
pasBeTBIIeHHE IyTell OuocuHTe3a. BBeneHue HOHOB JABYXBAJEHTHOro kene3a ((pepMeHT
deppoxenarasza) NpUBOIUT K 0OpPa30BAHUIO NPOTOreMa, KOTOPBIM SIBJISETCS MPOCTETUYECKOH
IPYIION B MHOTOYHCIICHHBIX MPUPOJIHBIX Oelikax — remornpoTenaax [Muponos, 1998].

Von Mg?* BerpamBaercs B monekyny nporornopdupraa IX, a momydeHHas MoJeKyia
Mg-npotonoppupuna IX noasepraercs METWIMPOBAHUIO C THOCIEAYIOUIeH peakuuei
UKIM3allMd M ¢ OOpa30BaHMEM IMKJIONEHTAaHOHOBOI'O KOJIbIa, IOCIE€ YEro CileayloT
MIOCJIEIOBATENbHBIE CTaIMM BOCCTAHOBJICHUS ¢ oOpa3oBaHueM xjopodmuinaa a. [IpeBpamenue
npoTtoxjopopuiuaa B XJIOPOQWILIHA MOXKET OBITh OCYIIECTBICHO JBYMS Pa3IMYHBIMH
(depMeHTaMu: CBETO3aBUCUMON MpoToxiopodmuina-okcugopenykrazoi (cIIOP), koxupyemoit
ApOM, U CBETOHE3aBUCUMON (TeMHOBOI) mnpoToxiopodummua-okcunopeaykrasoi (tIIOP),
KOTOpasi OTCYTCTBYET Yy MOKpbITOCeMEHHBIX. DepmeHTHBIM komruieke TIIOP cocrouT u3 Tpex
cyosenuuunr (ChlB, ChlIL u ChIN), komupyemblx reHoMOM TacTuia. Ilpucoenunenue
(UTONBHOTO «XBOCTa» K MOJIEKYJIe XJIOpOQHUIHIA & MPUBOIUT K 00pa3oBaHUIO XJI0poduia a,
TOrga Kak (epMEHTAaTUBHOE OKHUCICHHE XJIOpodmiuinaa a MoeT JaBath xjaopoduumi b, 3a

KOTOPBIM ciieyeT GUTHIHpOBaHKE ¢ oOpa3oBanreM xiopodwmia b [Grossman et al., 2004].



T'myTamMuHOBas KHCIOTA
1| Grs
T'nytamun-tPHK

Knopodunm a: R=CH,

2 l GTR Xnopodmnn b: R=CHO

I'nytamart-1-cemuansaerug
3 i GSA
5-AMHHONIEBYIHHOBAI KHCIIOTA

4 l ALAD

TTopdobunuuoren
5 i PBGD

_ Xiaopoduana b
T'ugpoxcinMeTHnONIan

»
L & id
6 | UROS 17 CHS / 16 15 . CAO
Vponopdupurores III ——— — IIpekoppHH-2 —> —> CHporeM Xnopodmwwug b Xnopodumn a
UPM
7| UROD CAO\IS 16 /CHS
Kompomopdupmroren 11 Xnopodmmmi
PX
8 l ¢ 14 T LPOR
TIpotomopdupmmoren [X IIpoToxmopodummmg
9| Ppx 13 | DR
Mg- 12
IIpotonopbupnu IX Mg-nipotoniopdupun IX ﬁeﬁf{gxﬂp\f}:{fuﬁ —— JIMBHHII MPOTOXIOPOh LTI
CHLD PPMT P cHL27
E CHLI
18 | Fe-Chel CHLH
Tem

l

bunusepanx QuToxpoMoOHIHH

Pucynok 2. Cxema OmocuHTe3a xjopopuiia. [lonHbie HazBaHus (pEpMEHTOB ClEAYIOIIME:
GTS, rayrammi-TPHK-cunteraza; GTR, rnyramun-tPHK-penykrazy; GSA, rayramar-1-
CEMHAIIbACTH]T aMUHOTpaHcdepasa; ALAD, AJIK JIeTuIpaTasa; PBGD,
nopdunuHorenaesamuaaza;, UROS, yponopdupunoren Il cuaraza; UROD, yponopdupunoren
Il nexap6okcunasa; CPX, xonponopdupunoren Ill-okcuaasza; PPX, nporonopdupunoren IX-
okcunaza; CHLD, cyOwbenunuma D marsuii-xemarassl npotonopdupuna IX; CHLI,
cyobenununa [ marumii-xenarassl npotonopdupuna; CHLH, cy0sennnnna H marnuii-xenarassl
nporonoppupuna;, PPMT, Mg-nporonopdupun IX wmeruntpancpepaza; CHL27, Mg-
npoTonophupuH IX MOHOMETOKCHATUIILUKIIa3HAs CyObeIMHUIIA; DCR,
JTUBUHUIIIPOXO0JI0pODUITUAPEIYKTa3a, LPOR, NADPH: IpOTOXJI0pOUITUA-
okcunopenykraza; CAO, xmopodbummun a oxcureHasza; CHS, xmopodunn cuntaza; UPM,
yponopdurunoren Il metuntpancdepasa; Fe-Chel, deppoxenaraza [Momuduimpoano mo

Lohr et al., 2005].
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1.2 buocunre3 xJjopoduiia u3 nporonoppupuna X

Ha pucynke 3 mpezcraieHa oOmias cxema mnpeBpauieHus nporonopdupuna IX (1) B

xnopoduutng a (8). Dra cxema obmenpunsrta [Willows, 2003].

~
Mg?*
N Mg-ATP QPP SAM SAH =
\
bchH/chiH bechM/chIM
/ bchD/chiD
N behl/chil
CO,H 1 CO,H CO,H 2 CO,H CO,H 3 CO,CH,
bchE (anaerobic)
acsF (aerobic)

bchE (anaerobic)

bchE (anaerobic) aceF (aerobic)

acsF (aerobic)

CO,H

bchB/chiB
bchN/chIN
behL/chiL

s o
CO,CH,
7

CO.H

COH

Pucynok 3. Cxema mnpeBpameHusi mnporonoppupuna IX B xuopopmuma a.
1 — mporonoppupun IX; 2 — marauii-nporonopdupun 1X; 3 — marauii-nporonopdupun 1X 6-
MOHOMETWIOBBIA 3¢up; 4 — wmarHumit-poronoppupus IX 6-mMoHOMETHN [-THAPOKCHUIDUD;
5 — marnuii-nporonopdupun IX 6-monomernn B-keroadup; 6 — AUBUHUI TPOTOXIOPODUIITHI;
7 — nporoxiopopmwna; 8 — xnopopwuna a. ias onucaHus MPOMEXKYTOUHBIX MPOJYKTOB

ucnonb3yercst Homenkiaarypa [UPAC [Willows, 2003].

I/I)ICHTI/I(l)I/IKaI_[I/I}I U XapaKTCPUCTHUKA (bepMeHTOB, OTBETCTBEHHBIX 3a OHMOCHHTE3 Kak

XJ'IOpO(pI/IJ'IJ'IOB, TaK H 6aKTepI/IOXJIOpO(I)I/IJ'IJ'IOB, CTaJIi B 3HAYUTEIBLHON CTEIICHH PE3yJIbTaTOM
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MOJICKYJISIPHO-TCHETHYECKOTO aHallM3a TeHOB (POTOCHHTETUYECKHX KIACTEPOB Y IMypPIYPHBIX
oakrepuit Rhodobacter capsulatus u Rhodobacter sphaeroides. Dtu kmactepsl, pa3mepom
npuOIU3UTENBHO 45 T.1.0., COJEpKaT OONBIIMHCTBO, €CIIM HE BCE, I'€HBbI, HEOOXOMUMBIC s
OMOCHHTE3a MUTMEHTOB U COOPKH (POTOCHHTETHUYECKOTO ammapaTa B 3TUX OpraHu3Max, BKIFOYast
reHbl, Koaupytomme (GepMeHTsl OnocuHTe3a OakTepuoxiiopoduiuia u3 mporonophupuna X
[Alberti et al., 1995]. Ouu ObuTH MACHTHGUIIMPOBAHBI METOJIOM HAIIPABJICHHOTO MyTarcHesa, a
rereposiornyHas skcmpeccus B E. COli Bo MHOrMX ciy4asx MOATBEpIMIA UX HICHTHYHOCTb.
Kpome TOro, MOJEKYyISpPHO-TCHETUYECKUE WCCIICAOBAaHMS, BBHIIIOJHCHHbIE HA MUTMEHTHBIX
MyTaHTaX pPACTEHH, IIO3BOJIWJIIA YCTaHOBHTh, 4YTO OOJBIIMHCTBO TE€HOB pAaCTCHUIA,
KOHTPOJIMPYIOIIUE OWOCHHTE3 XJIopo(dHiuia, OPTONOTHYHBI OaKTepUAIBHBIM TE€HaM, 4YTO
MpEIIoyiaraeT  CYIIECTBOBAaHWE CXOMHBIX  ()EPMEHTATUBHBIX MEXaHU3MOB H©  o0Iee

9BOJIIOILIMOHHOE ITPOUCXOXKICHHE.
1.2.1 Marumii-xeJjaarasa

Marnuii-xenata3za sBIS€TCS MepBbIM  crnerududyeckuM (HepMeHToM OHOCHHTE3a
xnopodumta (bX). Ha mepBelii B3rIsi BKIIOYEHHE Mg2+ B npotonophupun IX HamomuHaer
BrmodeHne Fe’', Katanmsupyemoe (Qeppoxenarazoif. DepMeHT, KOTOPBIH KaTaJH3UpPyeT
Bodenne Fe?* B npotonopuput X 6e3 ygactusi Kakux-1u00 JOTOTHUTEIBHBIX KOPaKTOPOB,
— (deppoxenarasza [Hunter et al., 2011]. Ona npexacraBisier co00il OEIOK € MOJIECKYJISPHOM
maccoii okoio 40 k/la, xkomupyembiii omHuM rerom [Ferreira, 1999]. Hanportus, marHwmii-
xenaTasza Hyxnaercs B AT® U coCTOUT U3 TpeX pa3IHuHBIX OETKOBBIX CYOBEIMHUI], N3BECTHBIX
kak Bchl, BchD u BchH y opranusmoB, koTopbie CHHTE3UPYIOT 0aKTEPUOXJIOPOPUIIIBI, U KaK
CHLI, CHLD u CHLH y opranusmoB, kotopble cuHTe3upyroT xiopodumier [Walker and
Willows, 1997]. CyObeauHHUIIBI MarHHii-Xxenarasbl, BbIICICHHbIE M3 Pa3HBIX HCTOYHHKOB,
OpTOJIOTHYHBI U cXOnHBI 10 pazmepy: Bchl/CHLI cocrasnstor ~ 40 x/la, BchD/CHLD — ~65
k/la, a BchH/CHLH — ~ 140 x/la.

1.2.2 I'enbl, KoAMpYyOLIHe MarHUI-XeJ1aTa3y

MornexyssipHO-TeHeTHYECKHE HCCIeOBaHu (POTOCHHTETUYECKUX TEHHBIX KIACTEpPOB B
reaomax R. capsulatus u R. sphaeroides ObutM BakHBI Ui TOMCKA CBSI3€H T'€HOB U3 ITHX
KJIacTepoB C (epMEHTATUBHBIMH (QYHKIUSMH B OuocuHTe3e OakTepuoxjopodpmiia ux
npoaykToB. Mytanuu B renax bchl, bchD u bchH mapymanu 6uocunTes 6aktepuoxiopoduiiia

U BBbI3bIBAIM HaKoIUIeHHe npotonopdupunHa IX, yTo ykas3blBajgo Ha CBsI3b C MarHuii-xenara3oin
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[Bollivar et al., 1994]. ¥V myrantoB no reny bchH orcyrcTBOBamM akTMBHOCTH KaK MarHuii-
XenaTasbl, TaK 1 MEeTHIITpaHcepas3bl MarHuii-nponopdupuHa IX, KoTopele, Kak moyiaraii, ObLUIH
ces3anbl [Gorchein et al., 1993]. Oxnako BmociencTBuu ObUIO MokazaHo, uto bChH xomupyer
onHy u3 cyobenuuui Maramii-xesnarasel [Willows and Beale, 1998]. Ilo cyru, aHamorudHbie
pe3yJIbTaThl OBUIA TAKXKE TOJYYCHBI C OPTOJIOTMYECKUMH TCHHBIMHU MpoaykTamu Synechocystis
PCC680310 [Jensen et al., 1996] u Chlorobium vibrioforme [Petersen et al., 1998].

JIBajiaTh MyTaHTOB SIYMEHSI C MYTAIMSIMU B TPEX T€HETHUYCCKUX JIOKYCaX, HA3bIBAEMbBIX
xantha-f, xantha-g u xantha-h, 6puIH OXapakTepH30BaHbI KaK MYTaHTHI 110 MarHHi-XelaTa3e u3-
3a JKENITOr0, JIMIIEHHOro xjopoduiia, (GeHoTMna W HakomieHus mnpoTtonopdupuna IX
[Henningsen et al., 1993]. OcHoBbIBasich Ha TOMOJIOTUU ¢ U3BecTHBIM Oenkamu Bchl, BchH u
BchD, rensr CHLI, CHLH u CHLD sumenst Obuti KJIIOHHUPOBAaHBI M CEKBEHUPOBAHBI. AHAIN3
ypoBHsi TpaHnckpuntoB MPHK stux reHoB y psma myrantoB xantha-f, xantha-g u xantha-h
nokasai, yro red CHLI sBisercs nokycom xantha-h, CHLH siBnsiercs tokycom xantha-f [Jensen
et al., 1996], u CHLD sBusercs unokycom Xxantha-g [Petersen et al., 1999]. Tpu
NOJYIOMUHAHTHBIX aJljIelis JIoKyca Xantha-h, mepBoHa4yaabHO BBIICICHHBIX y OJICIHO-3€JICHBIX
myTanToB chlorina, umeroT oxHy muccenc-mytaiuio [Hansson et al., 1999].

boeutn unentudunupoansl myrantel Arabidopsis thaliana, Ch-42 (cs), ¢ nedexramu B
reHe Mayioil CyObenuHUIBI MarHuii-xenarassl [Koncz et al., 1990]. Dtu mMyraHThl MOIH
CUHTE3UPOBATh HEOOJBIIIOE KOJUIECTBO XJopodmnia Oiaromgaps Ham4uio Broporo rena CHLI
[Rissler et al., 2002]. beuti onmicanbl U oOXxapakTepu3oBaHbl qBa myranTa A. thaliana, o reny
CHLH: cch (conditional chlorina) u gun5 (genomes uncoupled) [Susek et al., 1993]. MyraHTbI
genomes uncoupled OblTE OTOOpaHBI MO WX CIOCOOHOCTH SKCIPECCHPOBATH CBS3BIBAIOIIHIA
xiopopwr  a/b  Gemok  dorocucremsr 1I, Lhcbl, B ycnoBusx, korma oH OOBIYHO HE
akcrpeccupyercs. Amnenu gunb u cch cogepxxanu mMuccenc-myranuio. TakuM 00pa3zom, ObLIO
ycraHoBJlieHO, uTto Oenok CHLH BbimonHsier nBOMHYIO (YHKLHIO — y4acTBYyeT B OMOCHHTE3E
xJIopo(UILIa ¥ B TPAHCIYKIIMH CUTHAJIA U3 XJIOPOIIAcTa B SPO.

Hpyrue mytantel no reny CHLH omumcansr y Antirrhinum majus (abBuHBIA 3€B) u
Chlamydomonas reinhardtii. bsuto oOHapyxeHo, uTo MyTaHT JbpBHHOTO 3eBa 0li-605 [Luo et al.,
1991] umeet BcTaBky TpaHcno3ona B rene CHLH, kotopslii koaupyet Oonbmioit O6emnok u3 1359
AMUHOKHCIIOT, TOMOJIOTHYHBIA CyOBeauHuIle kobanbT-xematassl CobN um Oenky BchH. Otm
JIaHHbBIE BIICPBBIE MTOKA3AJIH, YTO TCHBI PACTUTEIBHBIX U OaKTEPHATHHBIX MarHUH-XENaTa3 CXOKH
[Hudson et al., 1993]. Myrant brs-1 C. reinhardtii, taxke kak u apyroit OecxiaopoQuiIHbIHA
MyTaHT, Ha3biBaeMbli Chll, Hecyr myranuu B rene CHLH [Chekounova et al., 2001], xoropsie
SBJISIOTCS BCTABKAMH, BBI3BIBAIOIIAMH CJIBUT PAMKH CUUTHIBAHHS, YTO BEIET CHHTE3Y

YKOPOYCHHBIX OEIKOBBIX MTPOAYKTOB, KOTOphIe He HakarutuBaetcs [Chekounova et al., 2001].
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Perynsnus skcnpeccun TeHa MarHWi-XenaTrasbl ObLIO UCCIIEIOBaHA Y Pa3IMYHBIX BHUIOB
pacrenuit [von Gromoff et al., 2008]. B stuonuposannom stumene rensi CHLI u CHLH
peryaupyrotcs csetoMm [Jensen et al., 1996]. B 3eneHbIX SYMEHHBIX MPOPOCTKAX, BhIPAIICHHBIX
npd HOPMAJbHOM IMKIE JHEBHOTO cBera, sKkcmpeccus rena CHLH cnemyer 3a mmpkamaHbIM
PUTMOM C MaKCHMYMOM B CBeTOBO# (hase [Jensen et al., 1996]. Dkcmpeccus renos tabaka CHLH
u CHLI crnemyer anamormyHomy nupkagHomy putMmy, oxnako reH CHLD umeer oGpartHyio
MOJZIeTIb JKCIIPecCHH ¢ MakcuMaibHbiM ypoBHeM MPHK B TemHoBoit ¢asze. B Arabidopsis
thaliana [Gibson et al., 1996] u Antirhinnum majus [Hudson et al., 1993] rea CHLH o6namaer
MaKCHMYMOM JKCIIPECCHH B TEMHOTE U TIOHW)XaeTcst Ha cBery. Kpome Toro, ren CHLI u3 stamens

u A. thaliana KOHCTHTYTHBHO IKCIIPECCUPYETCS, 38 UCKIIIOYCHUEM HaYallbHbBIX (ha3 03eIICHCHUS.

1.2.3 AKTHBHOCTH MATHUH-X€JIATA3bI

Jliig nposiBIeHUs] aKTUBHOCTH MarHuii-xenarassl Tpedyercs Hanuune AT, Mg2+ U BCEX
Tpex cyObemuHuil. Peakinio MOXHO pa3aeiauTh Ha aBe ¢asbl. [lepBast ¢dasa BkitoyaeT B ceds
oOpa3oBanmne kommiekca Mexay Oenkamu Bchl/CHLI u BchD/CHLD wu 3aBucut kak ot
KOHIIEHTpaluu Oenka, Tak u ot Haaunuus AT® [Jensen et al., 1996; Willows and Beale, 1998].
OTOT KOMIUIEKC KaTaJlu3upyeT BBeJeHUE MarHus B nporonopdupuH IX Tonbko B coueTaHuu c
6enkom BchH/CHLH, Mg-AT®, nporomopdupurom IX un Mg?* [Masuda, 2008]. Bemoxk
BchH/CHLH Bemer cebst kak cyOcTpaT B peaknMd MarHuii-xenatassl W umeer Ky B
Hu3KoMoJekyisipaom auanasone [Willows and Beale, 1998, Gibson et al., 1999].

XapakTepucTiKa aKTHBHOCTH MarHui-xenarassl g0 1989 romga orpanuymBaiach
U3MEpeHUsAMHE, cliellaHHbIMU IN organello, ¢ ucmonab30BaHKEM pPa3BUBAMOIIMXCS XJIOPOILIACTOB
orypua win cheporutactoB Rhodobacter sphaeroides. Takue paHHbIe OBUTH TONyYeHBI Ha
XJIOPOIUTACTaX, M30JIMPOBaHHBIX M3 Tabaka [Koncz et al., 1990], sumens [Jensen et al., 1996] u
ropoxa [Walker and Weinstein, 1991]. Pe3ynpTaThl M3MepeHUil aKTUBHOCTH IN VItro Obutn
HOJIYYeHBI C MOMOIIBI0 METOJOB, pa3paboTaHHBIX YouikepoMm u Baitnmreitnom [Walker and
Weinstein, 1991], B KoTOpbIX HCIOJB30BaIM IIENbHbIE KIeTKH H Ju3aThl Rhodobacter sp.
[Gorchein, 1997], u ouuiieHHbIE CYOBEIMHHIBI MarHHUH-XeENaTa3bl W3 Pa3UYHBIX BHIOB
pacTeHHi, KOTOpble OBLIM TeTEepOIOTHYHO 3KcrpeccupoBansl B E. coli [Petersen et al., 1998;
Willows and Beale, 1998].

CyOcTpaTHas CHElU(PUYHOCT, W BIMSHUE CYOCTPATHBIX AaHAJOTOB HA AaKTHUBHOCTH
MarHuii-xenatassl onpeaessui in organello. Marnwuii-xenarasa u3 orypua (Cucumis sativus) B
Ka4ecTBe MPEANOYTHTEIHHOTO CyOCcTpaTa HCIoiib30Baa mpotonopbupun IX, mpu sTom, apyrue

ero npousBoaHsle (nedteponopdupun IX, mezonopdupun 1X, 3-3tuin, 8-BuHMINpONOpPUpUH
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IX u 3-Bunmi, 8-3ruanponopdupun IX) Takke MOTIHM BRIIOIHATH GyHKIIMU cyocTpara [Walker
and Weinstein, 1991]. N-merunnportonoppupur u N-MeTHIME30MOpPUPUH HHTUOUPOBAIU
(50%) wmarnwmii-xenatasy, torga kak upotoxiopodmwuiua (Pucynok 3, 7), xsopoduiuimmg
(Pucynoxk 3, 8), rem niau Marauii-porornopdupus (Pucynok 3, 2) oka3pIBad Majioe BIUSHHS Ha
ero akTuBHOCTh. PeodopOuy ObUT MOLTHEIM HHTHOUTOPOM SYMEHHOU Maruuii-xenartassl ¢ 50%
uHru6uposanus mnpu 0.92 MxM, B TO Bpemst Kak xiopodmnina u hpeopopOua MMHKA OKa3bIBAIN
JUIIb ClIeTKa MHTHOUpYIoliee AelcTBre, a XJIopodhuiut u GeopuTHH HE HHTUOUPOBAII PEAKITUIO
coBceMm [Popperl et al., 1997]. Hanpotus, koraa marauii-nporonopdupun (PucyHok 3, 2) wimm
ero MoHOMETHIIOBBIH 3dup (Pucynok 3, 3) o6pasyercs in Situ B mpopocTKax ropoxa, akTHBHOCTb
MarHuii-xenartasbl CWiIbHO HHruOupyercs [Averina et al., 1996]. Ilo-Bumumomy, Mmeramio-
noppupuHbl HE MOTYT 3(P(PEKTHBHO MPOHHKATh B XJOporacTel. MHrubupoBanue marHuii-
xenarasbl peoGopOouIoM MOKET UMETh (PU3UOIOTHUYECKYIO (DYHKITUIO, TTOCKOJIBKY OH 00pa3yercs
BO BpEMs CTapCHUs JIMCTHEB Kak MPOAYKT AETpajalud XJopoduiuia, W, MOXET BBICTYNATh B
POJIH CHTHAJIa CTapeHUS, KOTOPBIN NpeA0TBpallaeT JalbHeHINi OnocuHTe3 XJIopodhuiia myTem

uHruOupoBanus Maruuii-xenarasel [Walker and Weinstein, 1994].
1.2.4 UcciienoBaHus OTAeJbHBIX Cy0ObeIMHUI MATHUIi-Xe1aTa3bl

CyObenuuuiipl Marauii-xenarassl R. sphaeroides [Hansson and Kannangara, 1997],
Synechocystis PCC6803 [Jensen et al., 1999], u C. vibrioforme [Petersen et al., 1998] 6bum
npoBepeHbl Ha Hamuuue akTHBHOCTH AT®a3pr, Tak kak Bchl/CHLI wu psa GenkoBbix
nocienoBarenbHocTeid BChD/CHLD wumerotT BhicOKOKOHCepBaTHBHBIE MOTHBBI AT®a3bl. Bcee
uccienoBanus mokasanu, uro cyonseauuuisl BChH/CHLH u Behl/CHLI o6namator AT®a3Hoii
AKTHMBHOCTBIO, B TO BpEMsI KaK aKTHBHOCTh CyObeaunauiisl BChD/CHLD siBnisieTcst mepeMeHHoi, 1
3aBUCHT OT YHCTOTHI BhigeneHHoro Oeaka BchD/CHLD [Sirijovski et al., 2006]. Pasnuuus B
U3MEPEHUsIX CIenn(pUIECKON aKTHBHOCTH MOTYT 3aBHCETh OT Meroaa e€ ompeaeneHus. J[ns
usmepenus: aktuBHOCTH AT®da3bl mpUMeHsIM Kak paguoxumudeckue metonsl [Petersen et al.,
1998], Tak ¥ cBsA3aHHBI aHAN3, B KOTOPOM JeTeKTHpoBaics (ocdar, BHICBOOOKICHHBIA B
pesynbrate ruaponusa ATD [Jensen et al., 1999]. Cymmupyst mosydeHHbIe pe3yabTaThl, MOKHO
3aKIr04nTh, uT0, BChl/CHLI, mo-BuanMomy, obiragaer camoii BBICOKOH akTUBHOCTBIO AT®a3sl,
MEHBIIIEH aKTUBHOCThIO oOmamaer Oeimok BChH/CHLH, a y 6enka BchD/CHLD nannas
aKTHBHOCTH OTCyTCTBYeT. I'Hponus AT® sasucut or Mg, HO MOpUPHHOBEIA CyGCTpaT WiTH
nobaBiieHHe JApPYruxX CyOBEAMHHUI] HE CTUMYIHpyeT akTUBHOCTb AT®a3pl OTAETBHBIX

CyOBEIUHUIL.
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Oynkius ATda3el y cyobeauauI] Marauii-xenarassl (MX) emie He 70 KOHIA TTOHSATHA.
Bruto BhIcKazaHO mpeanonoxeHue o ToM, uto akTuBHOCTE AT®a3sr Bchl/CHLI tpebGyercs mns
aKTUBAIlMM HA4YaJlbHOW CTaJMM B pEaKUWH MarHuii-xemarasel ¢ ywactuem Bchl/CHLI,
BchD/CHLD, AT® u Mg2+ [Hansson and Kannangara, 1997]. bonee mo3aHue uccieqoBaHus
nokasanu, 4rto cBs3biBaHue AT®, a He rugponus ATO, sBIsSeTCs TOCTATOYHBIM JJIsSI
obpazoBanus komruiekca Bchl/CHLI:BchD/CHLD [Jensen et al., 1999].

[MpexncraBnsiercs: BeposTHbIM, uTO TuApoian3 AT® cyoseaununamu Behl/CHLI cnyxur
JBIDKYILEH CWJION B peaklUuu BCTAaBKM MarHus, KOTOpas, Kak ObLIO I10Ka3aHO, 3aMETHO
BO3pPAcCTaeT, KOrjaa NpUCyTCTBYIOT Bce cyObeaAnHuUIbl U cyocTpatsl. [lockonbky AT® n mMaruui,
NO-BUAMMOMY, HeoOXxomumbl i 3¢ dekTuBHOro cBs3biBanus nopdupuna IX ¢ cydbenunuiei
BchH/CHLH [Karger et al., 2001], npeamonaraercs, uto ¢yHKIusS ruaponusza AT

cyowenuuuieii BChH/CHLH Heobxoauma asist 3TOr0 CBA3BIBAHUSL.

1.2.5 CTpyKTYypHBI€ HCC/IeIOBAHUS U NPEIJI0KEHHBIH MeXaHu3M (yHKIHOHUPOBAHUS

MATrHHH-XeJIaTa3bl

MeTo0M pEeHTIeHOCTPYKTYpHOU KpucTauiorpaduu Oblia moiydyeHa KpPUCTAJUTHYECcKas
crpykrypa Bchl u3z R. capsulatus (kox noctyna PDB 168P) [Fodje et al., 2001]. Kak ctpykTypa,
TaK ¥ nocjenoBaTeabHocTh Behl mokassiBatoT, uro on npunamiexur AAA+ oernkam (ATDazawm,
ACCOLIMMPOBAHHBIM C PA3TUYHBIMU KIETOUYHBIMH aKTUBHOCTSIMH). DTO OJUH U3 CaMbIX OOJBIINX
U CcaMbIX pa3HOOOpa3HBIX KIAcCOB OENIKOB, OOHApY)KEHHBIX BO Bcex opranusmax [Vale, 2000].
Otn Oenku 001a4al0T MHOTOYMCICHHBIMHM (QYHKLIMSAMHM B KIETKE, BKJIIOYas: IPOTEOJIU3,
donauHT, MEMOPaHHBIA TPAHCHIOPT, PETYJIHIO IIUTOCKENETa, OMOTeHEe3 OpTaHeIll, PETYIISIUI0
JIHK ¥ BHYTpUKJIETOUHYIO MOABMKHOCTB. M3BecTHO, uTO Oenku AAA+ 00pa3yroT HyKJI€OTH-
3aBHCUMBIE KOJIBLIEBBIE CTPYKTYPbI, KOTOpbIE OOBIYHO SBISIOTCS reKcaMepamu, 4acTo GopMHUpYs
JIBOWHBIE Te€KCAMEPHBIE KOJIbIIA, TJI€ BTOPOE KOJBIIO MOIyIsi AAA+ YacTO MMEET HEaKTUBHYIO
AT®da3y, u 3TO KOJBIIO, MO-BUIUMOMY, UTPAET CTPYKTYpHYIO posib. benku AAA+ Ha3bIBalOT
MEXaHOSH3UMaMM U3-3a HaOMI0JaeMbIX OOJBIIMX KOH(GOPMALIMOHHBIX HM3MEHEHHUH IpH
rujponuze AT® 1 MexaHHMUECKOW MPHUPOJIbI MPOLECCOB, B KOTOPBIN BOBIEUEHbI Oenkun AAA+
[Vale, 2000]. BawmkaiimmMu cTpyKTypHBIME poacTBeHHHKaMu Bcehl senstotes: momen NSF-D2,
YUYaCTBYIOIIHMIA B CIUSHUK BE3UKYI, CyObeanHUIa 6 KoMmiuiekca 3arpy3ku JIHK-monumepassl u
cyobenuuanna HsIU AT®d-3aBucumoii mpoteassl [Fodje et al., 2001].

N-koner; BchD/CHLD, romonoruunsiit Bchl/CHLI, Ttakxke nmeer moagyns AAA+. B C-
koHeBorr obmactu BChD/CHLD pacmoniokeHbl: TpPOJHH-OOTAThIii MOTHB, OTPHIATEIBHO

3apsbkeHHast obnacth u3 20-40 aMUHOKHMCIIOT, M JOMEH HHTerpuH-I, coaepkamuil y4acTok
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aJIre3uu, 3aBUCAIIHI OoT HoHOB MeTaiia [Fodje et al., 2001]. M3BecTHO, YTO JOMEHBI HHTETPUH-|
B3aUMOJICHCTBYIOT ¢  mocienoBatenbHOCTAMH RGD  (Aprunus-Inmunus-AcnaparuHoBas
kuciora) 1 LDV (JleiiumH-AcnaparuHoBas Kuciora-BanuH) depe3 KapOOKCHIIBHBIC TPYIIIbI
acraparuHOBOI KHCIIOTHI B 3THX MociemoBareiabHocTsx [Lee et al., 1995]. KoncepBaruBHbIe
MOTHBBI CBSI3bIBaHMsI MHTETpUHA-| nMeroTCcs Kak B nocnenoBarenbHocTssx BchH/CHLH, Ttak u B
Bchl/CHLI. [To-Buaumomy, toMeH WHTErpUHA-I MOXKET OMOCpeIoBaTh B3aMMOJICHCTBUS MEXKIY
BCEMH TPEMs CyObeIMHULIAMH.

ONeKTpoHHas MHKpOCKonus Iokasana, uto Bchl oOpasyer HykieoTua-3aBUCHMBIN
rekcamep [Fodje et al., 2001], xoropsiii HecTabuaeH mpu Beiaenenuu [Hansson et al., 2002].
DKCIIepUMEHTHl C HCIOJIb30BaHHeM MyTaHToB 1o Bchl, kortopsie He wumetor AT®dazHoi
aKTUBHOCTH,  TIOKa3allk, 4YTO IS  aKTHUBHOCTH  MarHuii-xemata3sl  HEOOXOIUM
CKOOpAMHUPOBaHHbBIH ruapoan3 ATD psaa cyobeaunmui B rekcamepe [Hansson et al., 2002].

Ha ocHoBe »5TuX HaOMIOJEHMH MOXHO 3aKIIOYHUTh, YTO Haubojiee BEPOATHBIM
MeXaHU3MOM (YHKIMOHUpOBaHUS MX SBISETCS TOT, B KOTOPOM (POPMHUPYIOTCS HYKICOTH-
3aBucuMbie Tomorekcamepubie kosibiia Bchl/CHLI u BchD/CHLD. Dt ngBa konblia 3ateM
00pa3yioT CIOXHYIO JIBOWHYIO TEKCAaMEPHYI0 KOJbleByl0 cTpykTypy [Fodje et al., 2001],
KOTOpasi MOXKeT JelicTBoBaTh Ha cyobenunuily BchH/CHLH, ces3annyto ¢ nporonopdupurom
IX u maramem. CornacoBanubiii tuaposin3 AT® OonbmMHCTBA CyOBEIUHUIl B TeKCaMmepe
Bchl/CHLI HeoOxoauM ajisi aKTUBHOCTH MAarHWii-xenarasbl. DTOT THIPOJIU3, MO-BHIMMOMY,
npuBOIUT K KoH(popmannoHHoMmy u3MeHeHuto B BchH/CHLH, koropoe Biusier Ha BKiIrOUYeHHE
noHa Metasuia [Hansson et al., 2002].

Ou3umarnueckas peakius (PucyHok 4) Haumnaercs ¢ GopMHpPOBaHHS Mg2+- u ATO-
3aBUCHUMOr0 KoMIuiekca cyobenunull [ u D, koTopselil B3aumonelictByer ¢ cyobenununeil H,
cesi3biBatorieit I1I1. PaGora ¢depmenta nmemurcst Ha aBe (a3l B mepBoii dase (akrusarius)
npoucxomqut Mg2+ u AT®d-3aBucuMoe (GoOpMHpPOBaHHE KOJIBLEBBIX CTPYKTYp U3 6-TH
cyobenuann D, xyna depes3 moMeH MHTErpuH I, kKak B Kapkac, BcTpamBarTcs 6 cyOobenuHul I,
obOpazyss AT®-I-D xommnekc. Cyobenununa H cBsasbiBaercss ¢ mporonoppupuHom IX B
npucyTcTBUM Maruus, oopasys Mg-IITT-CHLH kommnekc. Bo BTopoit ¢aze mpoucxoaut coopka
depmenta — cBs3biBaHue KoMiulekcoB AT®-1-D u Mg-IIITI-CHLH uepe3 nomeH unTerpux I
cyobenunun D. Tlocne BcTpauBanust moHOB MarHusi B Mojekyny Il xommnexc craHoBuTCS
cyoctpatom mns pepmenta Mg-IIII-metuntpancdepassl. [lanee, on muccomuupyet. [locme
yxona Mg-III1 u npu Hamuuuu cydcTpara, CyObeAMHUIBI BCTYNAIOT B HOBBIN IIMKJI aKTUBAIMH

[Masuda, 2008].
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I cyobenuanna D cyobenmauna H cyoObenmHHnAa

——— IIpotonopdupus IX
AAA mopynb
‘ AAA mMopynb %
5 4' o
l\dg.+ = M2+
ATP X IIpomuH-GoraTslit JOMEH Mg
DopMupoBaHHe
®opmMupoBaHHe KOMITICKCa
KOMILIEKCa Me-ITII-H
o CBsA3bIBaHHE
’/‘\Aﬁ-" nporonopdupiHa IX
DopMHPOBAHUE
KOMILIEKCa %
Mg-xenaTassl

ADP *
Jlucconmamusa

KOMIUICKCa
Mg-TITI-H

Mg-nipotonopdupus IX

&3

Pucynoxk 4. Mojejib KATaJUTHYECKOT0 HHKJA MarHuii-xejarasbl. [MoaupHIHpOBaHO IO

Masuda, 2008].

IIHCCOIIH&J.IHSI KOMIUICKCa
Mg-ADP-I-D

1.3 Peryasiuusi 6MocuHTe3a XJI0poPusia

IIpu paccMoTpeHMHM OMOJOTHYECKOM poauM OMOCHHTE3a TEeTPAHPpPOJIOB, Pa3yMHO
IPEIIOJIOKUTh, YTO AKTUBHOCTb KaXKIOW BETBU IYyTH OTPAXaeT MNOTPEOHOCTh KJIETKH B
KOHEYHOM IMpoayKTe. B TO ke BpeMs aKTHUBHOCTb OOIIMX MNpEeAIIECTBEHHUKOB OHMOCHHTE3a
TETpanuppoia MOXXET KOHTPOJUPOBATbCd B OTBET Ha MNOTPEOHOCTh B  KOHKPETHOM
teTpanuppone. Hampumep, uToOBl YCHINTH CHHTE3 XjJopodwmiia, o0mas aKTHUBHOCTb
OMOCHHTE3a TETPAUPPOJIOB JIOJKHA YBEIMYMBATHCS, TAKXKE KAaK M aKTUBHOCTb IyTH CHUHTE3a
xynopodusuia. Ecian mogobHoOro yBennmueHus He MPOU30UIET, KOJIUYECTBO KOHEUHBIX MPOJYKTOB
JPyruX BeTBEH OMOCHHTE3a TETPANUpPOIIIOB OyeT CHUXKeHO. [1oaToMy pasyMHO MPEanOI0KHTb,
YTO PACTCHHUsI KOHTPOJIUPYIOT (PEepMEHTATUBHYIO aKTHBHOCTh TOYEK BETBJICHUS IYTH, a TAKXKe

obmue cranuu. daktudecku, hopmupoBanre AJIK sBisieTcss mepBoil cTtaguei, moaBEp>KEHHOM
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MHOTOYHCJICHHBIM  PETYJIATOPHBIM  MeXaHu3MaM. PerymupoBaHne Ha JaHHOM  JTane
IpeCTaBisieT co0OW 3HAYMTENbHOE IMPEHMYILIECTBO: BCE MPOMEKYTOUYHBIE MOJIEKYNBI Ooiee
MO3/IHUX JTAloB, KOT/Ia OHM HAKAIUIMBAIOTCS B OONBLIMX KOJIMYECTBAX, MOTYT T'€HEPHUPOBATh

MOTEHIMAIBHO TOKCHYHBIM CHHIJICTHBIM KHCIOpOo 1 ipu ocBenienuu [Tanaka & Tanaka, 2007].
1.3.1 Peryasinusi cunte3a AJIK

Cpemn Ttpex osrtamoB cuHTe3a AJIK, mpeBpamenune rinyramun-TPHK B rayramar-1-
cemuanpaerun moj aeicteueM (epmenta rayrammi-TPHK-penykraszer (GTR) sBusercs
HanOoJsiee BaXHBIM C TOYKH 3pPEHHS DPETYSIIUU. DTa CTaius SBISETCS (UKCHPOBAHHOW B
OMOCHHTE3e TETPaluppoJOB, IMOTOMY YTO MPEABIAYIIMH IIar, Ha KOTOPOM IPOHUCXOJIHT
oGbemmuenne TPHKM ¢ IJTyTaMUHOBOM KHCIIOTOM, CONpPSKEH C CHUHTE30M Oellka B IUIacTHAX.
OnHO W3 HaOMIOJACHMH, JEMOHCTpHUpYollee Ki4eBylo poib riayramui-TPHK-peaykrassl
3akimrodaercss B ToMm, uro y wmyranta flu Arabidopsis thaliana otcyrcTBre HOpMaibHOM
penpeccun akTUBHOCTH Tiyrammi-TPHK-peaykra3sl B TeMHOTE BelIO K YBEIHMUYCHHIO
HakoruieHus nporoxiopodumuaa [Goslings et al., 2004]. Dtu gaHHBIe MOKa3ajid, YTO
oOpa3oBaHue rIilyTamaT-l-ceMuaipleryia SBISETCS JUMHUTHUPYIOUIEH CcTaguel OuocHHTE3a
xJopoduia.

Konrtpons aktuBHOCTH IiryramMuin-TPHK-penykrassl B OCHOBHOM JOCTHraercs IyTeM
0o0paTHOro WHTUOMPOBAHUS, — PErYJIUPOBAHUS KOHEUYHBIMM IPOAYKTAaMH, a HE dYepe3
peryianpoBaHUe Ha YpOBHE TPaHCKpHUMUIUU. HeoOXOoAWMBI KOMIIOHEHT MEXaHU3Ma PeryJIsaiuu
oOpatHOi cBsizu akTuBHOCTH IiiyramMui-TPHK-penykrazsl Obul omnpeneneH npu M3ydeHUU
mytanTa flu (dpnyopectmpyrommuit) A. thaliana, koTopblil HakarmIMBad U30BITOYHOE KOJTUYECTBO
npoTtoxjopoduianuaa B TeMHOTe, OblI HE CIOCOOEH K mojaBieHuto obOpazoBanus AJIK B
TEeMHOTE, U MOKa3bIBall MOBBIICHHYI0 cocoOHOCTh K cuHTe3y AJIK Ha cBety [Meskauskiene et
al., 2001; Goslings et al., 2004]. B nopme ren FLU koaupyer Gellok MOJEKYJISPHBIA Maccoi
npubausutTenbHo 27 k/la, KOTOpeI JOKamu3yeTcss B MeMmOpaHax Iutactui. Vcmonb3oBaHue
JIPOXOKEBOMH  JBYTMOpUAHOM  cHUCTeMBl IpoJeMOHCTpupoBano, 4ro FLU  Hampsmyro
B3aumojeiicteyer ¢ GTRI1, xomupyemoit renom HEMAL. HWurepecno, uyro FLU He
B3aumoseicteyer ¢ GTR2, xoropsiii komupyercss renom HEMA2 [Meskauskiene and Apel,
2002]. Dt maHHBIC CBUACTEILCTBYIOT O TOM, uTo FLU nogasnser aktuBHoCcTh GTR1 B OTBET Ha
U30BITOYHOE HAKOIUIEHHE MPOTOXJIOPOGMILINIA U JPYTUX MPOMEXKYTOUHBIX HMPOJYKTOB BETBU
OouocuHTe3a xmopopwmia. bonee Toro, Obuta omucaHa cympeccopHas mytanus Ulf3, koropas
nogasisiia ¢perorun flu y A. thaliana [Goslings et al., 2004]. Dta myrarust ObUTa JTOKaTH30BaHA

B reHe HY1, xoTopslii kKoaupyer remokcureHasy. llo-BuanMMOMY, yMEHBbLIEHHE aKTUBHOCTU
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reMokcurenassl npu Mytanud Ulf3 mpuBoauT Kk HakomieHH0 rema. B cBOl ouepenp,
HAKOILIEHUE T'eMa MOIaBIIsI0 aKTUBHOCTh riyraMui-TPHK-penykrassl He3aBUCUMO OT AeUCTBUS
FLU. Otu naHHble CBUIETENBHCTBOBAIM O TOM, 4YTO TeMm peryinupyer aktuBHocTb GTR 1o
MexaHu3My obpartHoii cBs3u. Iloske 3amerwan, uro y C. reinhardtii warubuposanue
akTuBHOCTH GTR remMom 3aBHCHUT OT HATMYMKM HEUJECHTHUPHUIIMPOBAHHOTO PACTBOPUMOro Oenka
[Srivastava et al., 2005]. BeposTHO, uTO O€IOK-OCIKOBBIC B3aUMOJICHCTBUS HUMEIOT BaXKHOE
3HaYeHHE B ATOM MeXaHU3Me, omocpeayemMoMm remoMm. Takum oOpasoM, GTRI mnoasepxen
peryysluy Mo MEeXaHU3My OOpaTHOM CBSI3M Kak B BETBU CHHTE3a XJOpO(HILIa, TaK U B BETBU

cunTe3a reMa [Tanaka & Tanaka, 2007].
1.3.2 PeryJsinusi B TOYKe BeTBJEHHsI CHHTE3 reMa H XJopoduiia

AKTUBHOCTh (DEpMEHTOB B TOUYKAaX BETBJIECHUSA IyTH OHWOCHHTE3a TETPAIHPPOJIOB,
BO3MOXHO, PETyJIHPYIOTCS  OKHCIHTEIbHO-BOCCTAHOBUTEIBHBIM  IOTCHIIMAIIOM  BHYTPHU
xJyioporiacta. Takasi peryisnus UMEeT MpaBO Ha CYIIECTBOBAHHE, MOCKOJIBKY OKHUCIHUTEIBHO-
BOCCTAHOBUTEJIbHBIA  MOTEHLMAJ B  XJOPOIUIACTaX yKa3blBaeT Ha YPE3MEpPHYIO WU
HEI0CTaTOYHYIO0 (POTOCHUHTETUUYECKYIO aKTUBHOCTb, TO €CTh OKHUCIUTEIbHO-BOCCTAHOBUTEIIbHBIN
MOTEHIMA MOXET OTpakaTh MOTPEOHOCTh KIIETKH B cuHTEe3e xyopoduiuia [Tanaka & Tanaka,
2007]. Beuto obOHapyxeHo, 4uto cyObenununa | marnumii-xenartasel (CHLI) siBisiercs Genkom-
MHIICHBIO THOpenokcuHa (Pucynok 5) [Aepuna u Sponckas, 2012]. Bbuto mokasaHo, 4TO
cyobequuuna H (CHLH), a Takxe GenkoBbIii KoMILIeKe, 00pa3oBaHHbIN cyObequHuamu [ u D
(CHLD) wmarnwmii-xenata3bel — I1uanobaktepun  Synechocystis PCC6803  moxer  ObITh
WHAKTHBUPOBAH N-ITHIMAJCHMMHUIOM, KOTOPHIH KOBAJICHTHO CBS3BIBAET THOJBHBIE TPYIIIIHI
[Jensen et al., 2000]. TuopenoKCHH-3aBHCUMAsT PETYJISIIUS CITYXKUT MOATBEPIKACHHEM TOMY, YTO
MarHuii-xenarta3a akTHUBUPYETCS/MHAKTUBHUPYETCS B COTBETCTBUM C LUPKAJHBIMU PUTMaMH.
I'myramar-1-cemuanbierun amuHotpancdepasa, AJIK permaparaza u ypomnopdupunoren III
JiekapOOKCHIIa3a TaKkKe SBISIFOTCS MOTEHIMATbHBIMU MUIIICHSIMU THOpenokcuHa [Buchanan and
Balmer, 2005].

CoorHomerne AT®O/A/I® wu KOHIEHTpaluss CBOOOAHBIX HOHOB Mg2+, KOTOpEIE
B3aMMO3aBHCHMBI B CTPOMAax, MOTYT BIIMSATh Ha PETYJSAIMIO aKTHBHOCTH MAarHWK-XenaTa3bl
(Pucynoxk 5). KoHieHTpaius He CBS3aHHBIX CO CTPOMaMH HOHOB I\/Ig2+ yBenuuuBaercs ot 0.5
MM no 2.0 MM mpu mepexoie M3 TEMHOTHI Ha CBET B XJIOpOIUIacTax ImmuHata [Tanaka &
Tanaka, 2007]. B skcnepumMenTax in Vitr0 akTHBHOCTh MarHuii-xejaTa3bl CHIBHO 3aBUCUT OT
xonmentpanun Mg”* [Reid & Hunter, 2004]. B nprcyrcTBiE mOpOHPHH-CBA3BIBAIONIETO OElKa

o o 2+
GUN4, koTOpBIif yCUITUBAET aKTUBHOCTh MarHHWi-XeJaTa3bl, KOHIIEHTpalusa Mg~ , HeoOxoauMmast
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JUTSL TTOJTHOW aKTHUBAI[MKM MarHMii-xejaarasbl Synechocystis in vitro, camkaercs ot 6 MM 10 2 MM,

Bo3M0XHO, YTO KOHLEHTpauus Mg2+ peryinupyer aKTUBHOCTb MarHui-xenarasbl B

XJIOpOILIacTax MpH Mepexoje u3 TeMHOThI Ha cBeT [ Tanaka & Tanaka, 2007].

Eme OJHH (baKTop, KOTOpBIfI MOXCT BJIHATH Ha AaKTHBHOCTb MaFHHﬁ'XeHaTaSBI, —

cootHomreHust ATO/AJID. AT® HeobxoauM s akTHBAaLUK Maruuii-xenarassl [Reid & Hunter,

2004], Torma kak OH HMHrHOMpYeT akTUBHOCTH (eppoxenaraszer [Cornah et al., 2002]. B

XJIOpoIuTacTax Kykypyssl, cootHomenne ATO/AJI® ysenmuuuBanock ot 1 10 4 mpu nepexoje u3

TeMHOTHI Ha cBeT [Tanaka & Tanaka, 2007]. CrnemoBaTenbHO, H3MEHEHHS COOTHONICHHS

AT®/AJI® npu niepexoie HOUb/IEHb MOXKET BIIHMATH HA NIepeHanpaBiieHue nporonopdupuna IX

B BETBb CHHTE3a reMa WK XJIopoduia.

rﬂy‘TaM HHOBaA KHCIIOTa
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0003HaueHa MO3UTHBHAS PETyIISALNS,
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GTR, rnyramun-TPHK-penykrasa;
Mg-Chel, maruu-xemnarasa; PPMT,
Mg-nporonopdupun IX
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npotonopupun IX
MOHOMETOKCHATUIILINKIIa3HAs
cyobenunuia; Fe-Chel,
dbeppoxenarasza

[Momudurmposano mo Tanaka &
Tanaka, 2007].



beroxk GUN4 koopauHHUpPyET aKTUBHOCTh Maruuii-xemarasel [Peter & Grimm, 2009]. I'en
GUN4 6but mepBoHavanbHO WaeHTH(UIMPOBaH y MyraHTa gund A. thaliana, y kortoporo
CUTHAIBHBIA MyTh W3 IUIACTHIBI B SAPO OBUT HAPYIICH, YTO MOJABISIIO CHHTE3 XJIOpoduiia
[Larkin et al., 2003]. GUN4 cBs3biBaer kak mpotomophuput 1X, Tak u Mg-nporonopdupun 1X
U CTUMYJIMPYET aKTHBHOCTh MarHuii-xenarasel [Verdecia et al., 2005]. Hapymenune reaa GUN4
YMEHbBIIAJIO YPOBHHM KJIETOYHOro rema B Synechocystis, mpexmosaras, 4YTO OENOK TaKxke
ydactByer B Oumocunte3e rema [Wilde et al.m 2004]. Bosmoxno, GUN4 perymupyer mytu

CHHTE3a reMa u XJiopoduinia yepe3 oomuii cyocTpar.

1.3.3 Peryasiumust OMocuHTe3a XJ10poduiIa TMTOKMHUHAMH

CBeT ¥ LIUTOKUHUHBI OKa3bIBAIOT CX0XKEE BIUSHUE HA POCT U PA3BUTHE PACTCHHU — OHH
KOHTPOJIUPYIOT PACKPBITHE CEMSIONCH M pa3BUTHE JIMCTHEB, AMMKAJIBHOE IOMHHHPOBAHUE,
muddepenmanuio xioporiacta u ap. Llensiii psin GOTOCHHTETHYECKHX SICPHBIX T'EHOB,
IKCIIPECCHsI KOTOPBIA PEryIUpPYyeTCs CBETOM, TAaK)KE OTBEYaeT M Ha JCHCTBHE HUTOKHHHHOB
[Cortleven et al., 2016].

Bosbioe BHUMaHUE yIENSCTCS U3YUYCHHUIO POJIM [IUTOKUHUHOB B PErYISIMU OMOCHHTE3a
xyopodmiuta. Sugiura onucan CTUMYJIUPYIOMUN dPPEeKT KHHETHHA Ha OMOCHHTE3 XJIOpOQHIIIa
npd  3€JCHEHWW TepBUYHBIX JjmcTheB Phaseolus vulgaris [Sugiura, 1963]. 3Oddekr
CTUMYJIMPOBAHUS HAKOILICHUS XJIOpO(HILIAa BO BpeMs [Iepexoia ITUOILIACTA B XJIOPOILIACT ObLI
OIMCAaH M JUISl IPYTUX BUIOB PACTEHUH M MOKET OBITH CBSI3aH C IByMS] BAKHBIMH CTaIUsIMU ITyTH
OouocunTeza  xyopodwmmna:  cuHTesom  AJIK  um  ¢oTompeBpaiieHHEM ~— HAKOIJIEHHOTO
nporoxyiopopmwmmuaga B xjopodbwmummna.  Fletcher ¢ kommeramu  cooOmmum, 4dYTo Mpu
Ipe/IBapUTENFHON 00pabdOTKe CeMAqoNM Orypla KHHETMHOM BO BpeMs Ipolecca je-
STWIMPOBAHMS B OMOCHHTE3€ XJOpO(HIUIa OTCYTCTBYeT Jar-haza, BCTpEUAIOIIAsCs B HOPME
[Fletcher et al., 1973]. Ycunenue ckopocTH HHAYIIMPOBAHHOTO CBETOM OHOCHHTE3a XJIOpOQHIIIa
IpU 3TOM MPOMCXOAUT 3a CYET CTUMYJSAIUM KUHeTHHOM cuctembl cuHTe3a AJIK. Ilozxe,
Masuda ¢ komieraMu OOHAPYKHUITH, YTO B ITHOIHPOBAHHBIX CEMSIIONAX Oryplida HUTOKUHUHBI
yBennumBatoT cuHTe3 AJIK mocpencrBom crumynsanuu akTuBHOCTH Tiryramun-TPHK-pexykTassr
U aKTHMBHOCTH TiyTamart-l-cemuanbaerun amuHoTpancdepassr [Masuda et al., 1992; Masuda et
al., 1994; Masuda et al., 1995]. Bkiag HUTOKMHUHA B PETYISAIUIO YKCIPECCHH M aKTUBHOCTH
TeHOB W (DepMEHTOB BCEro MyTH OWOCHHTE3a TETPANHPpPOJIOB WCCIeNOBAIM SIpOHCKas ¢
KOJUIeraMu B TpopocTkax stameHst [Yaronskaya et al., 2006]. Onu Taxke mokasajiu, 4TO TPH
00paboTKe IMTOKMHUHAMH ATHUOJMPOBAHHBIX IPOPOCTKOB SUYMEHS, YPOBEHb COJCPIKAHHSI

rnyramun-TPHK-penykTassl  u  rayramar-l-cemuanpaerusi — amMuHOTpaHcepassl  ObUTH
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MOBBIIIEHHBIMU. OnHAKO CKOpocTh cuHTe3a AJIK B pacTeHHsIX 3HAYUTEIBLHO YBEIMYMBAIACH
TOJILKO IPH BO3/ICHCTBUU CBETA.

Cunres mnporoxiopodwiuaa W (POTOBOCCTAHOBICHHE MPOTOXJIOPOPIWILIHAA a [0
XJIOPOQHIUTHIA ¢ TAK)KE YYBCTBUTEIBHBI K IMTOKMHUHAM. B paHHHX paboTax ymOMHUHAIOCH, YTO
UTOKHHUHBI YCHJIMBAIOT CHHTE3 IpoToxiaopodumunaa [Banerji and Laloraya, 1967], uto GsL10
cBsizaHo ¢ ycwieHHbIM cuHTe3oM AJIK [Lew and Tsuij, 1982]. LluToxkuHHMHBI TaKKe
yBenuuuBaoT ypoBHu MPHK rema POR u Oenka coorBerctByromero ¢epmenra clIOP B
STHOJIMPOBAHHBIX caxkeHiax orypma [Kuroda et al.,, 1996; Kuroda et al., 2001] u mronuna
[Kusnetsov et al., 1998]. CserozaBucumblii (epMEHT MPOTOXIOPODUILINI-OKCHIOPEAYKTa3a
c[TIOP moxeT ObITh CTAOMIIM3UPOBAH B MPUCYTCTBIH HUTOKUHUHOB [Kusnetsov et al., 1998]. Dtu
pe3yJbTATHI ICHO YKa3bIBAIOT HA TO, YTO UUTOKUHUHBI PETYIUPYET aKTHBHOCTH 3TOTO (pepMEHTA.

[To3nHee OBLIO YCTAaHOBJIGHO, YTO IIUTOKMHHHBI H3MEHSET YPOBHU HAKOIUICHUS
TPAHCKPHUIITOB CIEIM(PHUUECKUX TEHOB IyTH OWOCHHTE3a TETPAlUPPOIOB BO BpeMs Jie-
sTHONAMpoBaHus. lluTokuHMHBI yBenuuuBaroT ypoBHHM cTabuiabHbix MPHK renos: HEMAL,
CHLH u CHL27 B sTHomMpoBanHbIx cakennax Arabidopsis [Tanaka et al., 2011]. B myranTe 1o
petienitopam 1UTOKMHUHOB reHotumna ahk2,ahk3 crumynupyromuit 3GpPeKkT MUTOKUHUHOB Ha
9KCIIPECCHIO ATUX U ApYyrux reHoB cuHTe3a xiopoduia (GSAL, GUN4, CHLM) 6b11 ocnabnen
[Cortleven and Schmiilling, 2015]. B o6paboranHoM nutokuarHamu mytante ahk2,ahk3 raxxke
HaOJIOMaM YMEHBIICHWE CKOPOCTH 3€JICHEHUS W OTCYTCTBHE MOBBIIICHHBIX YPOBHEW Oeika
GTR. Dty nanHble CBUAETEILCTBOBAIU, YTO MPHU JE-3THIUPOBAHUN CTUMYIUPYIOIUN dhdexT
IIUTOKMHUHOB Ha OWOCHHTE3 Xyopoduuia omnocpenoBan penentopamu AHK2 u AHK3.
Ananornyno wmytanty ahk2,ahk3, UMTOKMHWH-3aBHCHMAas WHIYKIUS HEKOTOPHIX TI'€HOB
OonocuHTe3a xyopoduiua OblTa CHUXKEHA B MyTaHTe arrl, arrl2, npennonaras yqactue ARR1 u
ARRI12 B perynsuuu 3tux reroB [Cortleven and Schmiilling, 2015].

Takum 00pa3oM, MOXXHO CKa3aTh, YTO KOHTPOJIb 0Opa3oBaHUS XJIOpO(HIIA CBETOM H
[IUTOKWHUHAMHU OCYILECTBIISIETCSI HE3aBHCHUMO, OJTHAKO MHIICHBIO 000MX (DaKTOPOB SIBIISIOTCS

KIIFOUEeBbIe (DEPMEHTHI CUCTEMbI OMOCHHTE3a XJI0opoduiia.

1.4 IINTOKUHUHBI

[uTokuHUHBI (IIEpBOHAYAIbHO HA3bIBa€Mble KHWHUHAMH) ObUIM OOHApyXEHbl B
naboparopun ®. Ckyra (CIIA) eme monBeka Hazaa. OgHako TONMBKO ceifdac, B 21 Beke,
MOJIEKYJISIDHbIE MEXAaHU3Mbl WX JAEWUCTBHS HAYMHAIOT DPACKpbIBaThCs. lIepBbIil MCKYyCCTBEHHO
MOJIyUEHHBI UUTOKMHUH (KUHETHUH) TMEPBOHAYAIIbHO TMPOSIBIJI CBOKO  OHOJIOTMYECKYIO

AaKTUBHOCTb B KYJIbTYpEe aKCEHUYHON PACTUTENbHOM TKAHU KaK COeIMHEHHUE, CIOocoOCTBYIOIIEe
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JIEJICHUIO KIIETOK M POCTY Kayulyca. YuuThiBas TOT ¢akt, uro I'. [Nabepmanar mpeamomarain
CYIIIECTBOBaHME TAaKUX PETYJIATOPOB B pacTeHUsX elle B Havaje 20-ro BeKa, IUTOKUHUHBI OBLIH
MOCIIEIIHO JOOABJIEHBI B CIIMCOK OCHOBHBIX TOPMOHOB PAaCTEHUH.

DaKTU4ECKH, MEPBBIA MPUPOJHBIN LHUTOKUHUH - 3€aTUH, ObLT BBIAEIEH M3 AMOPHOHOB
KyKypy3bl (Zea mays), mouru depe3 10 et mocie TOoro, Kak OBUI IOJIY4YeH IEpBBIA
CHUHTETHUYCCKUH MTOKMHKH (kuHeTnH) [Romanov, 2009]. 3nauntensHo mo3aHee, yke B 21 Beke,
HaJlMyre OMOCHHTE3a IIUTOKMHUHOB y PACTEHUN OBUIO JI0KA3aHO SMOHCKUMH HCCIEI0BATEISIMU
[Takei et al., 2001].

{UTOKUHUHBI - IPOU3BOIHBIE TYPUHOBBIX a30TUCTHIX OCHOBAHUI aJleHUHA U a/ICHO3HMHA
(Pucynok 6). Bcrpeuarommecs B NpUpOJe LHUTOKUHHHBI SIBISIOTCS OTHOCUTEIBHO MPOCTHIMH
OPOM3BOJHBIMU  aJICHWHA, MOAM(PHUIMPOBAHHBIMH IO aTOMy a30Ta aMuHOrpymmbl. B
OOJBIIMHCTBE IIUTOKMHUHOB KOpPOTKas anudaruyeckas Iemnb HW30MEHTECHUIBHOTO OCTaTKa
NPUCOEAMHEHAa K aJCHHHY B OTOM IMOJOXEHHH. [OpMOHBI, B KOTOpPHIX 3Ta IEeNb HE
MOIU(HUIMPOBAHA, OTHOCATCA K TpPYIIE IUTOKWHUHOB HW3OMEHTEHWIbHOro THma (iP-Tmma).
OpHaKko B pacTEHHUSAX CYHIECTBYIOT (P€PMEHTHI, THIPOKCHIMPYIOMKE anu(aTudecKylo [enb Ha
ero koHueBoM arome yriepoxa [Takei et al., 2004]. LIUTOKMHUHBI C THIPOKCHIMPOBAHHOM
anudaTUyecKoil 1LeNbl Ha3bIBAIOT 3€aTHUHaMU (LMUTOKWHUHBI Z-Tuma). Bo3MmoxkHbl JBa
cTepeon3oMepa 3eaThHa: MpaHc-3eaTHH W yuc-3eaTHH. B mpanc-3eaTnHe THAPOKCUIbHAS
rpylnIa W30MEeHTCHWIbHON OOKOBOW IENMH OpPHUEHTHPOBAaHA OT aJCHWHOBOTO T'€TEPOIUKIIA.
Cuutaercs, 4YTO mpaHc-3eaTUH SIBISETCSd HaubOojee paclpoCTpaHEHHBIM M aKTHUBHBIM
IUTOKUHUHOM pacTeHui. B  yuc-3eatmHe, HaoOOpOT, KOHIIEBas THAPOKCUJIbHAs TpyIIa
OpPUEHTHPOBaHa K aJCHWHOBOMY KOJIBILY, TaK YTO BOJOPOIHAS CBS3b MOXET OBITH 0Opa3oBaHa
Mexay Bomopomom OH-Tpynmbel M aToMOM a30Ta B TOJOXKEHHHM | TeTepouukia aJeHHHA
[Korszun et al., 1989]. Cpeau npyrux NPHUPOAHBIX LUTOKHMHHHOB BCTPEUAIOTCS TAKUE
COEJMHEHUS, KaK JEeTHIPO3eaTHH (C BOCCTAHOBJIEHHOM ABOWHOW CBsI3bI0 B OOKOBOW Iemu), 6-
O6ensunanenud (BA) um TomonuH (apoMaTHYECKH LMTOKMHUH, BIEpPBbIE OOHApPY)KEHHBI B
TOIOJIE ¢ 3-THIPOKCHOCH3MIBHBIM OCTATKOM BMecTO anudarudeckoii ernu [Strnad, 1997]).

[{uTOKMHUHBI OOHAPYKMBAIOT BO BCEX OpPraHM3Max, BKIIOYas YellOBEeKa, a TaKXkKe B BOJE
U no4Be. bUOCHHTE3 IIUTOKMHMHOB ONMKCAH Y BBICUIMX PACTEHUHN, MXOB, BOJIOPOCIEH, HEKOTOPBIX
OakTepwuii, rpuOOB 1 Jake HEKOTOPHIX HACEKOMBIX, ITAPA3UTHPYIONINX HAa pacTeHUsX. biaromgaps
OTHM OpPTraHW3MaM IIMTOKMHHWHBI NMPOHUKAIOT B TMOYBY M pa3jMYHbIE BOJOXPAHWIWINA, TIE HX
TaKXke MOKHO HaiTH. HeGoubIioe KoMu4ecTBO HIUTOKMHUHOB OBLIIO OOHAPYKEHO U Y )KUBOTHBIX,
XOTSl MAaJIOBEPOATHO, YTO Y HHMX OHHM BBINOJHSIOT TOPMOHAJBHYI (QYHKIHIO. A HMEHHO,
Hekotopsie n3ohopmel TPHK comepxaT n3omeHTEHIIIMPOBAHHBIN aeHWH BOJIM3U aHTHKOJIOHA

[Romanov, 1990]. Otu mMoauduIMpoBaHHBIE OCHOBAaHHS OOBIYHO MPEACTABISIOT COOOH yuc-
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3€aTUH WM U30TIEHTCHWIAICHUH, a TAK)Ke UX MeTuaTuonpousBoausie. [Ipu pacmennennu TPHK
H€6OJII:H_II/Ie KOJIM4YEeCTBa CBOGOI[HBIX OUTOKMHUHOB BBICBOGO)K,HaIOTCSI U MOr'yT BJIMATH Ha

MeTaboJIM3M KOMIIETEHTHBIX KieTok [Romanov, 2009].
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Pucynok 6. CTpyKTYpbl THIHYHBIX HUTOKUHUHOB. BA — 6-0en3mianenun; Kin — kunertus; iP

— M3OMEHTeHWIaAeHUH; CZ — yuc-3eatuH; tZ — mpanc-3eatun; TD — tumuazypon [Romanov,

2009].

[uTOKMHUHBI BIUSIOT HA MHOTOYHCIICHHBIC TPOIECCHl POCTAa M PAa3BUTHA PACTCHHN; U
XapakTep MX JAEHCTBHS 3aBUCHT OT KOHLEHTpauuu. OgHUM M3 Haubojiee BaKHBIX 3(PQeKTOB
IUTOKWHUHOB SIBJISIETCS CTUMYJISILIMS JISJIEHUS KJIETOK, OJ1arofapsi uemy B IIEpBYIO odepeib ObuIn
UICHTUPHUIMPOBAHBI TUTOKMHUHBIL. MHOTHE 3(p()eKThl MUTOKMHUHOB MPOSBISIOTCS Ha YPOBHE
opranuszMa. Hampumep, oOpa3oBaHHe COCYIUCTBIX TKaHEH B KOPHSIX ONPEAEISeTCS TOJBKO
CHOCOOHOCTBIO IIUTOKMHMHOB CTUMYJIHMPOBaTh MPOJU(EpalHio  ONpPEeAEICHHON  KIETKH-
npemmectBeHHunel  [Romanov, 2009]. B 1o e Bpems, H30BITOYHOE COJCPIKAHUE OTHX

(UTOrOPMOHOB MOKET MPUBECTH K MOJABICHUIO MPOIIECCOB POCTA U JIeTEHUS KIEeTOK [ SApoHckas

u 1p., 2004].
1.4.1 buocunre3 nurokmHuHoB y Arabidopsis thaliana

Celfyac U3BECTHO, YTO HUTOKUHUHBI MOTYT 00pa30BBIBATHCS B PE3yJIbTaTe JIUOO0 MPSIMOTO

cunreza de NOVO, 3aKIYarolerocss B NPUCOCIAMHECHUH ILI/IMCTI/IJIaJ'IHI/IHI/IpO(I)OC(I)aTa K
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aneHo3nHMoHodochaty (AMD) ¢ nmomompio GepmerTa nuzonentuatpancdepassl (UIIT), mudo
IyTeM TIPHCOEIMHEHHS H30IIECHTEHIIBHON rpymibl A’-u3onentennimdocdara K ageHHHOBOMY
ocrarky mouiekyiabsl TPHK (Pucynok 7) [Mok and Mok, 2001]. B 2001 roxy aByms rpymmnamu
AMMOHCKHMX HCCIIeAoBaTeNeii ObU10 oOHapykeHo cemericTBo Ipt-reros B A. thaliana [Kakimoto,
2001; Takei et al., 2001], koTopsIe KCIPECCUPYIOTCS MPAKTHUECKHA BO BCEX OpraHax M TKaHIX
[Miyawaki et al., 2004]. Ilpu 3ToM, comep)aHue IUTOKHMHUHOB PETyIUPYETCS HECKOIbKUMHU
(akTopamu: YpOBHEM 3KCIPECCHHM T'eHOB IPt, CKOpOCTBIO pacriajia IUTOKMHHHOB, a TaKKe
CKOpOCThIO TpaHcmopTta ¢uroropmona [Miyawaki et al., 2004].

Pacniam nMTOKMHUHOB, B pe3yJIbTaTe KOTOPOTO 00pa3yrOTCs aJicHUH U €ro MPOU3BOJIHBIC,
OCYIIECTBIIACTCS (DEPMEHTOM IIMTOKMHUHOKCHAa3oi/neruaporenasoit (110) [Schmiilling et al.,
2003]. I'ensr ckx uam cko, koaupyromme 3TOT GEPMEHT, ObUIH BIEPBBIC WACHTH(GUIIMPOBAHBI U
BBIZICTICHBI U3 KyKypy3sl [Houba-Hérin et al., 1999]. B A. thaliana 6but0 0OHaApyX)eHO CeMb
uzopopm depmenra (AtCKX1 - AtCKX7) [Galuszka et al., 2004]. Pasnuunbie n30(OpMbI
cenu(puYHbBl K  ONpPEICICHHBIM  CyOCTparaM, OJHAKO (PU3MOJIOTHUECKOE 3HAYCHUE
crnienupuIHOCTH 130(OPM MOKA HE SCHO.

KOMMOHEHThI CUTHAJIBHOTO TYTH IIMTOKMHHHOB JIy4IlIe BCErO M3Y4YCHBI Y MOJICIBHOTO
oobekta A. thaliana. B 2001 roxy y A. thaliana Gbuin BbISIBICHBI MEMOpaHHBIC PEIEITOPHI
IUTOKMHUHOB, Koupyemble renamu crel/ahk4 (cytokinin resistent/arabidopsis histidine kinase),
ahk2, ahk3 [Inoue et al.,, 2001]. IlpoaykTel 3THX TEHOB - 3 OJHM3KHE IO CTPOCHUIO
TUCTUAMHKHHA3bI, OPraHU30BaHHBIC 10 TPUHIMITY OMKOMIIOHEHTHOH PETyJISTOPHOH CHUCTEMBI
docdopunupoBanus. B atux Oenkax mo obe ctopoHbl oT BHekjierouHoro CHASE-momena
(CYCLASE/HISTIDINE KINASE-ASSOCIATED SENSING EXTRACELLUR), xoTopsrii
CBSI3BIBACTCS C I[MTOKMHMHOM, pacIojiaraloTcsi TpaHCMeMOpaHHble y4acTKku. CBs3bIBaHUE
IIUTOKMHUHA C PEIeNTOPOM IMPUBOIUT K aBTO(GOCHOPHIMPOBAHHIO KOHCEPBATHBHOTO OCTAaTKa
THCTHJIMHA, KOTOPBIN 3aTeM nepenaer GocdaTHyro rpynny Ha OCTaTOK acraparnHOBOW KHCIOTHI
BocnpunuMaroriero jomeHa RD (RECEIVER DOMAIN). JlanHble penenTophl JIOKaIH30BaHbI
Ha TMasmathyeckorr memOpane [Kim et al.,, 2006], a Taxke MoOryr pacmojiaraThCs Ha
BHYTPEHHHUX MeMOpaHax Ki1eTKH. CXOJHbIE PEelenTOphl INTOKMHUHOB OOHAPYKEHBI Y KYKYPY3Hl,
puca, KaTapaHTyca pO30BOTO, JIFOICPHBI U BOHO# uanu [ABepuHa u SIponckas, 2012].

B A. thaliana 6butn BBISIBIICHBI TPYIIBI TEHOB PAaHHEr0 OTBETA HA IIMTOKMHUHBI. Tak,
YPOBEHb TPAHCKPHUIITOB mpuMepHO 80 reHoB MeHsieTcs: Oojyiee yeM B 1.8 pa3 yxke 3a 15 MuHyT
Bo3neiicTBus murokuHUHOB [Brenner et al., 2005]. Oxono 70 W3 3TUX T€HOB aKTUBHPYIOTCS
UTOKMHUHAaMU, a 11 monmaBisitorest. Y Tabaka Takke ObUIM OOHApyKEHBI T€HBbl PAaHHETO OTBETa

Ha IUTOKUHUHBI [ABepuHa u Sponckas, 2012].
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[ToHMMaHWIO aKTHBAIMM TPAHCKPUIIMKA DPAaHHUX IUTOKHMHUH-YYBCTBUTEIHHBIX T'E€HOB
NIOMOTJIO OOHapy)KeHue cemeiicTBa arr-renoB (arabidopsis response regulator) - perynstopos
OTBETa Ha LUTOKWHHHBI, KOTOpbIe aeisrcs Ha rpynnsl A u B [Yamada et al., 1998]. I'ensr
rpynmel B (arrl, arr2, arrl0, arrl2, arrl9 u np.) KogupyrOT CEMEHCTBO TPaHCKPUITIIMOHHBIX
(bakTOpOB, KOTOpPBHIE OTBETCTBEHHBI KAaK 332 MHJIYKIMIO, TaK M 32 PEMNPECCHUI0 I'€HOB pPAaHHETO
orBera Ha LUTOKMHUHBL. benkn ARR-B nokanu3oBanbl B sape. OTH TpaHCKPUIILIMOHHbBIE
(akTOpBl CBA3BIBAIOTCS C MPOMOTOpPAMH Pa3IHYHBIX TeHOB ¢ mnomoubio GARP-momena
[ABepuna u Sponckas, 2012].

[Tepenoc ¢ocdaTHoit rpynmsl oT foMeHa RD Ha TpaHCKpunimoHHbie (hakTopbl Tpynisl B
ocymiecTBIsOT docorpancmutrepsl (hochomnepeHocunkn), npeacraBieHable oenkamu AHPL
u AHP2 (ARABIDOPSIS HISTIDINE-CONTAINING PHOSPHOTRANSFER PROTEIN)
[Miyata et al, 1998]. B renome A. thaliana oOHapyXeHO IIeCTh THCTHUAMHOBBIX
dochorpancmurrepoB (AHPL - AHP6) [Hwang and Sheen, 2001], koTopsie mox aeicTBHEM
UTOKMHUHOB TIEPEMEUIA0OTCd U3 IMTOIUIa3Mbl B AApo. MeXaHM3MOM Tepeladyd CHrHajla OT
penenrtopa K TPaHCKPUIIIMOHHOMY (DaKTOpy MOXKET SBIISTHCS 00pa3oBaHHE KOMIUIEKCA MEXKIY
AHP1, AHP2, AHP3 u 6enxom ARR10 rpynmet B [Sakai et al., 2001].

Heratusueimu perymnsropamu oteera B A. thaliana ssistorest 10 ARR-6ekoB rpymibs A.
[Tox neiicTBHEM TPAaHCKPHUIIMOHHBIX (PAKTOPOB Tpymmbl B MpoOMCXOOUT BKIIOYEHHE T'E€HOB
panHero oTBeTa rpynnsl A (arrd, arrS, arr6, arr7, arr8, arr9, arrl5 u ap.), KOTOpbIE SBISIOTCS
JUIE HUX MUIICHSAMU. TpaHCKpUMIHs arr-reHoB TPyHibl A aKTHBHPYETCS YK€ 4epe3 5 MUHYT
nocyie Havana nevictBus nutokuauHOB [D'Agostino et al., 2000]. ARR-Genku rpymnmbel A He
ABIIAIOTCS TPAHCKPUNUIMOHHBIMU (akTopamu u He coaepxar JHK-cBs3piBatomuii nomeH
[Ferreira and Kieber, 2005], onnako, Takke kak u ARR-Oenku rpynmel B, crnocoOGHBI

BOCIIPHHUMATH aKTUBUPOBaHHBIN (octar [ABepuna u Sponckas, 2012].
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Pucynok 7. O61mas cxema OMOCHHTE3a M Jlerpaiallii UMTOKMHUHOB. HenpepriBHBIE CTpEKU
YKa3bIBAIOT ITYTH C W3BECTHBIMU I'€HAMH, IMYHKTHPHBIC CTPEIKH YKA3bIBAIOT IYTH C I'eHAMH,
KOTOpBIE €lle MPEeICTOUT HAeHTUUIMpoBaTh. DEepMEHTH OTMEUYEHBI KpacHbIMH pamamu: IPT,
aneHo3uH (docdar-uzonenrenmnrpanchepaza; tRNA-IPT, TPHK-uzonentenuntpancdepasa;
LOG (LONELY GUY), uurokuaun pubosua 5 -morodochardochopudoruaponasa; CYP735A,
HATOXPOM P450-moHOOKCUTEHA3A; CKX, MATOKUHUH OKCHJIa3a/IeTUApOoreHasa.
iP (u3onentenunanenun), CZ (yuc-seatun), tZ (mpanc-3eatuH) u ux puOO3UILI (BHYTPH
NYHKTUPHBIX paMoK) MoryT ObITh AerpaaupoBanbl CKX. DMAPP, numernnammmnmnupodocdar

[Moaudunuposano mo Cai et al. 2018].

1.4.2 MukpoOHbIe NPOAYLEHThI IUTOKHHHUHOB

MI/IKpOOpFaHI/I3MI>I CIIOCOOHBI CUHTC3UPOBATb KMHCTHH, 3€CaTHH, U30IICHTCHUWIIAACHUH U
HEKOTOpBIC JPYrHe TPOU3BOAHBICE NHUTOKHMHUHA. [lUTOKMHWHBI 00pa3yloT puzodaKTepun
(mpunamnexanme pomgam Rhizobium, Azotobacter, Azospirillum, Arthrobacter, Bacillus u
Pseudomonas) U HCKOTOPBIC CTPCHTOMMUIICTEI. CrocoOGHOCTE CUHTC3UPOBATh HUTOKWHUHBI
Opucya MeTUIOTPOGHBIM U METAaHOTPOGHBIM  OakTepusiM  (OTHOCAIIMMCSA K  poAaM
Methylobacterium, Methylovorus, Aminobacter, Methylopila, Methyloarcula, Xanthobacter,
Paracoccus, Blastobacter, Hyphomicrobium, Methylophylus, Methylobacillus, Methylomonas,
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Methylobacter u Methylosinus). Dx30MeTab0MHUThI, MPOSBIAIOIINE AKTHBHOCTh IIUTOKMHUHA,
TaKXe BBIICNAIOT U3 KYJIbTYPaIbHOH XKUAKOCTH (HOTOTPO(HOM MypmypHOil HecepHOU OakTepun
Rhodospirillum rubrum [Tsavkelova et al., 2006].

[ItamMbr  uTomaToreHHbIX OakTepuii (Agrobacterium tumefaciens, A. rhizogenes,
Erwinia herbicola, Pseudomonas solanacearum, P. syringae u Rhodococcus fascians) momeimo
[UTOKUHIUHOB TaKXX€ CHHTC3UPYIOT M AayKCHHBI. [[UTOKMHWHBI ObUIM OOHApPYKEHBI B
KyJbTYpaJIbHBIX XKHIKOCTSIX nuaHoOaktepuit (pomoB Anabaena, Chlorogloeopsis u Calothrix),
KOPUYHEBBIX M KpacHBIX BOAOpOCIeH, a Takke aposkoked (Saccharomyces spp. wu
Schizosaccharomyces spp.).

CoenuHeHus, MPOSBISIOMINE aKTUBHOCTh LIUTOKMHUHOB, OOHAPYXKEHBI Y MHKOPH3HBIX
(pomoB Suillus, Paxillus u Rhizopogon) u ¢uronarorennsix rpudos (pomo Uromyces,
Schizophyllum u Taphrina). M3onenTenunageHuH ObLT BBIACICH U3 KYJIbTYPAIbHON KHUIKOCTH
cimzeBoro rpuba Dictiostellium discoideum [Tsavkelova et al., 2006].

B maroremneix mrammax A. tumefaciens, E. herbicola u R. fascians remnsr,
OTBETCTBCHHBIC 3a CHHTE3 IIMTOKMHUHOB, JIoKajau3oBanbl B Ti-ruasmunax [Vereecke et al.,
2000]. TIIpumep A. tumefaciens nemMoHCTpUpyeT, YTO OIpEACICHHBIC T€HbI MOTYT
KOHTPOJIMPOBATHCS JYKAPUOTUYECKUM IPOMOTOPOM, YTO TIO3BOJIAET SKCIPECCHPOBATH HX
UCKJTIOUUTENIFHO B KJIETKAaX pacTeHUsA-Xo3suHa. lIpoHMKas B KJIETKY pacTeHHUSA-XO3sMHA,
IUTa3MUBl OOECTICYMBAIOT YPE3MEPHBIH CHHTE3 (PUTOrOPMOHOB, YTO CTUMYJIHPYET pPa3BHTHE
omyxoineii. C Ipyroii cTOpoHbI, OMOCHHTE3 IUTOKHHUHOB B KIIYOCHBKOBBIX OaKTEpHUSIX poOja
Rhizobium crumynupyer oOpa3oBaHHe CHMOMOTHYECKHMX KOHKpElWil y OOOOBBIX pacTeHHi
[Tsavkelova et al., 2006].

CuHTe3 UUTOKMHMHOB O nNOVO w3 wu3oneHteHwinupopochara u 5-AMOD
(kaTanu3upyemblii W30MEHTCHUIITPAHC(PEepas3oil) MMEeT MECTO BO MHOXECTBE MaTOTCHHBIX
rajgoobpasyronux 6akrepuii (Agrobacterium tumefaciens, Pseudomonas syringae, Rhodococcus
fascians u Erwinia herbicola) [Trotsenko et al., 2001]. 3a 6uocuHTe3 CBOOOAHBIX IUTOKMHUHOB
B (DUTOMATOTCHHBIX OAKTEPHSIX OTBETCTBEHHBI CIENYIOIIME TEHBl WM KOMOHMHAIMM TEHOB
(moxanuzoBanubie B Ti-mmasmugax): (1) ipt u tzs (y A. tumefaciens, Pseudomonas solanacearum
u P. syringae pv. savastanoi); (2) ptz (y P. savastanoi u P. solanacearum); (3) ipt (y R.
fascians); u (4) etz (y E. herbicola) [JIyroBa, 2000]. W3onentmmaneHosuna-5-pochar
MOJIBEpTraeTcsl NaTbHEHIIMM MOJU(PHUKAIMIM C 00pa30BaHWEM H30NCHTECHWIAJCHWHA, 3eaTHHA-

pubo3ua u 3eaTuHa.
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1.4.3 IuTOKUHUHBI Y (POTOCHHTE3UPYIOIIUX MHKPOOPTaHU3MOB

VY nmanoGakTepuil ObLI MpeaCKa3aH OTHOCUTEIBHO MPOCTONW METa00IM3M HUTOKUHUHOB,
OCHOBAHHBIM Ha MOMCKE TOMOJIOTMYHBIX I'€HOB, YYacTBYIOIIMX B OMOCHHTE3€ M JAerpajaluu
nuTokuHuHA. [loaTBepkaeHo, uro m3oneHreHtpancdepassl (IPT), karanusupyromue nepByro
CTaaui0 OMOCHMHTE3a IMTOKMHMHA B IIMAHOOAKTEPUSAX, UMEIOT BBICOKHH YPOBEHb CXOJCTBA C
U30MEHTCHUITpaHCche3aMu TPHK (tRNA-IPT) OakTepuit u aJicHWIaT
usonenteHuwaTpancepazamu  (AMD/AID/ATD-IPTs) [Frébort et al., 2011]. B renome
nnano6aktepun Nostoc sp. PCC 7120 6wu1 HalifieH reH, kogupyoomui ageHmwiat-1PT, mpu stom,
OH OOJIBIIIE CXOXK C MocienoBaTeabHOCThI0 pactutenbHoil TPHK-IPT [Fre’bortova et al., 2015].

HNutepecno, uro mpeanoiaraemasi mocie10oBareaIbHOCTh romojoruyHoro rena NsCKX1,
KOJMPYIOIIEro HUTOKMHUHOKcUAaszy/aeruaporenasy (CKX), koropas yyacTByeT B Jerpajaliu
UTOKMHUHOB, Obla oOHapyxeHa B Nostoc sp. PCC 7120, Ho mpencka3aHHOE CXOACTBO
NsCKX1 c¢ 6enkamu CKX pactenuii Obuto odeHb HHU3KUM. bonee Toro, (pyHKIMOHAIHHBIN
aHain3 pexkomOuHaHTHOro Oenka CKX, Ha3zBaHHbIN B ucciaenoBanuu kak NoCKX1, He nposiBui
aKTMBHOCTH B peryisiiuu nutokuautaos [Fre’bortova et al., 2015]. Kpome Toro, y Synechocystis
sp. PCC 6803 wu Prochlorococcus marinus He 0OOHapyXeHbl COOTBETCTBYIOLIHE
nocienoBarenbHocTH CKX, B OTIIMYME OT HEKOTOPBIX APYTUX BHUIOB IiMaHoOakTepuii [Frébort et
al.,, 2011]. C ppyroii CTOpPOHBI, peryisaTOpHbI 3(P(PEKT HUTOKUHMHOB HAa METaOOIH3M
uaHoOaKkTepuii ObUT MoKasaH i mrammoB Synechocystis sp. PCC 6803, rae 6-0eH3uiaacHIH
U mpanc-3eatuH ycunuBanu cunte3 PHK in vitro. VYcunennas tpanckpunuuss PHK B
NPUCYTCTBUH  MpaHC-3€aTHHA W [WTOKWHUH-CBS3BIBAIONIETO  O€nKa  Ipesmojarania
CYIIECTBOBAaHHME TIOTCHIMAIBHOW CHCTEMBl pAclO3HABaHUS CUTHala I[MTOKUHWHOB B
raHobOakTepusix. Xotst y Synechocystis sp. PCC 6803 Obuta oOHapyxeHa MOCIe0BaTeIbHOCTh
C BBICOKMM CXOJICTBOM C T'€HOM, KOJAMPYIOUIMM MeMOpaHHbIi peuentop uutokuanHoB CRE1, no
CHX IO HeT JaHHEIX OTHOCHTEIBHO YKCIIPECCHH M (DyHKIMH Toro TeHa [Zizkova et al., 2017].

Uro kacaercsi TEHOB, CBSI3aHHBIX C OMOCHHTE30M NHUTOKHHHWHOB, TPEICTABIISETCS, YTO
IUaHOOAKTEePUH COJepkKAaT MHHMMAIbHBIM TeHETHYeCKUH ammapar, HEeOOXOJUMBIH JUIs
peryasiuu OMOCHMHTE3a M KOHTPOJIS MeTaboiM3Ma LHUTOKMHMHOB, KOTOPBIH 3BOJIIOLIMOHHO
MO3/IHEE, Y BBICIIUX PACTEHUH, IPEeBpaTHIICA B OoJiee CIOXHYI0 cucteMy. CcuctemMa CUTHAIBHOU
TPAaHCAYKIIUHN IIATOKUHIHOB, KOTOpasi chOpMHUPOBAIIACh Y PACTEHHI BO BPEMsI PacIpOCTPaHEHHS
10 Cylle, He BCTpedaeTcs B inaHoOakTepusx. Tunnynas nocnenosarenbHocts CHASE, kotopas
COJICPKHUT KIIIOUEBOW JUIS CBSI3bIBAHUS LUTOKMHUHA OCTaTOK PELENTOPHON T'MCTHAWHKWHA3BI,
oOHapyXeHHasl B pacTeHHsX, He Obula uaeHTH(duuMpoBaHa y nuaHobaktepuil. Ananu3 NCBI

BLAST mnocnenoBarensnoctn nomena AHK4 CHASE mno npoctymHeiM  0a3zaM  JaHHBIX
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MOCJICIOBATEIbHOCTEH [IMaHO0AKTEPUi HEe OOHAPYKHIIT KAaKUX-JIMOO CYIIECTBCHHBIX TOMOJIOTHH B
Nostoc spp. wiu B apyrux mmaHoOakrepusx. Jlaxe ecnu y mux umeercss CHASE-nmomnoOHbIi
noMeH, perynsaropHbiii 6emok sl10267 y Synechocystis sp. PCC 6803 He comepKuUT KIOYEBBIX
0CTaTKOB, CBsA3bIBaroIuX nutokuuud [Frébort et al., 2011].

C npyroii cTOPOHBI, ITHAHOOAKTEPUU PEArHPYIOT Ha JACHCTBHUE SK3TCHHBIX [IMTOKMHUHOB,
YTO MPOSBISCTCS B CTUMYJISIMM POCTA U YCHJICHHOW TPAHCKPUIIMH. Pa3yMHO OXHIATh, YTO

CYHICCTBYCT CUTHAJbHBII IIyTb UUTOKMHHWHOB, OTJII/IlIaIOHlI/II;'ICSI OT U3BCCTHOT'O B paCTCHHUAX.

1.4.4 IIuTOKMHUHBI MHKPOBOIOPOCIIEi

Bomopocnu  mpencraBisioT co0ol  pa3HOPOJHYIO, HEMOHO(DMIETHYECKYIO TpYIIILY
(OTOCMHTETHYECKUX JYKApHOT, BCTPEYAIOMIMXCSA B MOPCKUX, MPECHOBOAHBIX M Ha3eMHBIX
MECTOOOMTAHUAX, TJI€ MMEETCS J0CTaTO4YHBIA mias ¢orocuuresa ceer [Lewis and McCourt,
2004]. ITepemennbie MpohUIM KaK U30MPEHOUIHBIX, TAK U apOMATUYCCKUX [TUTOKMHUHOB ObLIH
BBISIBJICHBI Y PA3JIMYHBIX TAKCOHOB BOAOPOCIICH C HEKOTOPHIMH OOLIMMH TEHICHIIMSMHE, BKIFOYAsI
pPacIpOCTPaHEHHOCTh yuc-3€aTHHA W HU3KOE WM HEOIpeaenseMoe cojaepxkanue (opm
JEerupo3eaTiHa ¥ KoHboratoB nurtokuauHoB [Stirk et al., 2013]. Kpome Toro, BapsupoBaHre
YPOBHSI SHJIOTCHHBIX IIMTOKMHUHOB OBUIO TPOJEMOHCTPUPOBAHO BO BpEMs IIMKJIA JICJICHUS
wierok Chlorella minutissima npu uepemoBaHWM CBETOBOTO W TEMHOBOTO IIEPHOJIOB
KyJbTUBUPOBAHUS, YTO YKA3bIBaeT HA IMOTEHIMAJIBbHYIO MOTPEOHOCTh B MUTOKMHUHAX JUIS POCTa
Bogopocreit [Stirk et al., 2011]. XoTs reHbl, KOJUPYIOLIHE META0OINYSCKUAE MYTH IUTOKMHHHOB,
ObUTH  MICHTH(UIMPOBAHBl Y HECKOJIbKUX BHIOB BOJOPOCIEH, OOJBIIMHCTBO W3 HHX
00HaApY)KUBAIOT HEPETY/ISPHO B CpaBHEHHH € cocyaucTeiMu pactenusimu [Pils and Heyl, 2009].
Kak u numano6akrepuansusie IPT, BomopocneBbie IPT cBszansl ¢ TPHK-IPT, a He ¢
anenmnatHeiMu [PT, moxaepskuBas npoucxoxaenue nurokunarnHoB u3 TPHK [Lu and Xu, 2015].
OObenuHsAs 3TH JaHHbIE, MOKHO MPEIOJIOKUTh, YTO MOJIHBIM Habop OENKOB, y4acTBYIOIIUX B
MeTaboJIU3Me IIUTOKMHUHOB, MOSIBUJICS Y BBICIIMX PACTCHUMN, XOTS, CYIIECTBYIOT SBOJIOIIMOHHO
Oosiee peBHUE OpPraHU3MBI, TaKMe KaK IIMAHOOAKTEPUH M BOJOPOCIIH, MEXaHU3MBI KOHTPOIS
roMeocTa3a IIMTOKHHIHOB Y KOTOPHIX elle He n3ydeHs! [Zizkova et al., 2017].

B Arabidopsis nepBbiii puKCHpOBaHHBIN Tal OMOCHHTE3a IIMTOKHHHHOB KATATU3UPYIOT
uzoneHreHmwnTpancepassl (IPTS), koTopbie 00pa3yloT 1Ba (GyHKIMOHAIBHBIX Kiacca: IPTS
tRNA mnpokapuotuueckoro Ttuma (AtIPT2 u 9) u ATP/ADP IPTs (AtIPT1, 3-8).
[Ipennonaraemeie IPTS Bomopocneil copepkaT KOHCEpBAaTHBHBIC [OMEHBI, Hai/ICHHBIC B

Arabidopsis, 1 umerot 60stee Beicokoe ¢xoactBo ¢ tRNA IPTs, uem ATP/ADP IPTs (PucyHok 8)
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[Lu et al., 2014]. Takum oGpasom, ATP/ADP IPTS, mo-BuauMOMy, BO3HHKIH YK€ IOCTC
PacXOKICHUS MKy XJIopopuTaMu U Ha3eMHbIMU pacteHussmMu [Frébort et al., 2011].

@wiorenus  aneHo3uHkuHa3  (AK), koTopple  mpeBpamjalOT  IUTOKUHUHBI B
COOTBETCTBYIOIIME HYKJICOTHU[IbI, BBISIBUJIA BBICOKMH YPOBEHb WX KOHCEPBATHMBHOCTH CpEIH
(OTOCHHTE3UPYIOIINX DYKAPHOT, HAuWHAs OT OJHOKICTOYHBIX BOJOPOCICH W 3aKaHUMBas
pacrenusimu [Lu et al., 2014]. Bonee Toro, npeanonaraemeie AK Bogopocieii copepikat MOTHB
CBSI3BIBAHUS TICHTO3HOTO ()parMeHTa, BCTPEUANOIIUKCS B COOTBETCTBYIOIIEM (EPMEHTE MXa
Physcomitrella patens, kotopsiii siBisetcs pyHKIMoHanbHEIM [VON Schwartzenberg et al., 1998].

Muroxkuuun pubosux 5 -moHodochardochopuboruaponasa (LOG) karaausupyer
OKOHYATEJIbHYIO CTaJMI0 CHHTe3a OMoakTuBHBIX IUTOKMHHHOB [Kurakawa et al., 2007; Kuroha
et al., 2009]. [Ipeanonaraemeie reusl, koaupyromre LOG, HaliieHbI Y MHOTHX HCCIICIOBAHHBIX
BunoB Bomopocieii [Lu et al., 2014]. MurepecHo, 4TO T'€HOMBI OOJBIIMHCTBA HA3EMHBIX
pacTeHHi coaepkKaT HECKOJIbKO KOmui reHoB, konupyromux LOG, Torna kak cTpaMeHONMIIbI |
HECKOJIbKO BHJIOB 3€JICHBIX Bojopocieit (Hanpumep, C. pyrenoidosa, C. subellipsoidea C-169, C.
reinhardtii u V. carteri) comepkaT ToJbKO OJHY KOIuio 3Toro reda [Lu et al., 2014].

Krnerounblii ypoBeHb IIUTOKMHUHOB 3aBHCHUT OT OajaHca MeEXIy MpoleccaMu
OmocuHTE3a, KOHBIOranuu (oOpa3oBaHHWE HEAaKTHUBHBIX (opMm) u jaerpaganuud. DepMeHT
Jerpajalii TUTOKMHUHOKCHIA3a/ IeTHIPOreHasa, KOTopasi OTBEYAeT 3a ITOJIHOE pacIIeIieHHe
OOKOBOH IIeNM OCHOBAHUS M HYKJICO3UIHBIX (JOPM M3OMPECHOUIHBIX IUTOKWHUHOB, OOHAPYKEH
JIaJIeKO HEe Y BCEX HccieqoBaHHbIX Bogopocieit (Pucynok 8) [Lu et al., 2014]. TTo-Buaumomy,
MEXaHU3MBbI JIETPAJallid TOPMOHOB, C(HOPMHUPOBABIIMECS Y BBICIIUX pPACTCHUM, BIIEPBBIC B
HBOJIFOIIMH BO3HUKAIN Y MUKPOBOIOPOCTIEH.

CurHaJIbHBIC TIYTH IUTOKWHWHA W ayKCHUHA OoJiee CJIOXKHBI, YeM CHTHAJIbHBIC ITYTH
STHIIEHA, a0CIU30BOM KHCIOTa U TMOOEpPEeNIMHOB, T.K. y BBICIINX PACTEHHH OOHapy»KEHO Kak
MUHUMYM JBa Kackaja JAJsl Ka)XJI0ro ropMoHa. ['oMos0ru mepBoro oOHapy:KeHHOTO pelenTopa
nutoknHuHOB, AHKI1, pacnpoctpanensl B TeHomax Bojopocieil. bomee Toro, romonoru
OCHOBHBIX COCTAaBJISIONINX CUTHAJIHHOTO KAacKa/ia IUTOKHHUHOB (PETryJSITOPBI OTBETa TPYIITEl B
U TUCTHIUHOBBIC (HOCPOTpaHCMHUTTEPHI) OBUIM HAWJCHBI y pACTEHUW, BKIIOYas 3elicHbIE
MuKpoBojopociu.  [lo-BHIMMOMY,  KOMIIOHEHTBHl ~ CHUTHAJIBHOTO  MYTH  IIUTOKUHUHOB
(GOPMHUPOBATUCH € Yy Pa3UYHBIX BOJOPOCIAX, HO TOJBKO Y COCYAHMCTBIX pPacTeHUU
chopMupoBaJICs MOTHBIN HAOOP T€HOB, KOJUPYIOIINX BCE HEOOXOIUMBIE OEITKH, YIaCTBYIOIIHE B

peryisnun MeTa00I13Ma U CUTHAJIBHOM TPAHCAYKIIMHU HUTOKHUHUHOB.
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Pucynoxk 8. KoncepBaTuBHOCTH reHOB
OMOCUHTE3a NHUTOKUHUHOB Y OKCHI€HHBIX
IPT3 dorocuHTEIUPYHOIIMX JYKaApPHoOT. [Ber
IPT6 yKa3bIBaeT Ha CXOACTBO Te€Ha C HauOOJbIIUM
IPT9 COOTBETCTBHEM: OT MAaJOr0 CXOACTBa (YEepHBIN
APT3 LIBET) JO BBICOKOTO CXOJCTBAa (KpacCHBIM IIBET).
AK1 Oprosoru yrmopsiio4eHs! Mo GyHKIUsM: S, CHHTE3,;
s ggg%%?ﬁ; D, nerpanmamus; C, konwtorauus; T, TpaHncnoprep;

LOG2 .
LO0G3 R, peuenrop; SC, curHampHbIii KOMITIOHEHT. Cm,

LOGs KpacHas Bojgopocib Cyanidioschyzon merolae; Pt,
ot JIMaTOMOBAsI BOJIOPOCIIH Phaeodactylum
Al tricornutum;  Tp, auaromoBas  BOJOPOCID
UGTESA1 Thalassiosira  pseudonana; Fc, amaToMoBas
CKX3 Bojopocas  Fragilariopsis  cylindrus; No,
CKX6 Nannochloropsis oceanica; ES, 6ypas Bomopocib
AtPUP2 Ectocarpus siliculosus; Mi, 3emeHas Bomopocinb

=[] .I EOCOE AHK1
AHK3 Micromonas sp. RCC299; Ot, 3eneHast Boxopocib

EOOCmE
H E

AHP2 Ostreococcus tauri; Cv, 3eneHas BOAOPOCIb
AHPS5 Chlorella  variabilis NC64A; Cp, 3ecnenas
ARR3 Bogopocias Chlorella pyrenoidosa; Cs, 3eneHas
ARRG Bomopocis Coccomyxa subellipsoidea C-169; Cr,
ARRY 3eneHas Bogopocias Chlamydomonas reinhardtii;
ARR12 V¢, 3enenas Bojmopocas Volvox carteri; Pp, mox
e Physcomitrella ~ patens; Sm, Selaginella
i moellendorffii, Zm, Zea mays; At, Arabidopsis
ARR thaliana [Lu et al., 2014].

W3BecTHO, YTO 3K30TCHHBIE (PUTOTOPMOHBI, IIUTOKWHUHBI B YAaCTHOCTH, CTHUMYJIHPYIOT
poct 6uomaccer Chlamydomonas reinhardtii [Park et al., 2013]. I1pu 3ToM, HUYETO HEM3BECTHO
0 METa0OIMYECKUX MYTAX IHIAOTCHHBIX [IMTOKMHUHOB Y 3TO#H 3eneHoi Bogopociu. B kierkax C.
reinhardtii oOHapyXeHBI pa3nUYHbIE HM30MPEHOMIHBIE HUTOKHHUHBI: MPAHC-3€aTHH, MPAHC-
3eaTHH-O-TIIOKO3H], mpaHc-3eaTuH-9-TIIOKO3M, Yuc-3eaTuH, yuc-3eatuH-O-TIIIOKO3uI, yuc-
3eaTuHpHO03ua-O-TIIFOKO3U/ I, yuc-3eatuHpruO03uIMOHOpoChaT, JTUTUAPO3CATHH,

TUTHAPO3CATUHPUOO3U ], JUTHApO3eaTHuH pubdo3uaMoHodocdaT, H3OMCHTCHWIAJCHUH |
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U30MeHTeHWIaAeHO3HHMOHOpochar [Pomanernko u ap., 2016]. dumoreHeTHYECKHiA aHaAIN3
no3Bosimii ~ oOHapyxuth y C. reinhardtii  UIIT-nomoOHbIii  Oenok, CXOXHH C
usonenteHuwnTpancdesorn TPHK A. thaliana (AtIPT9) [Lu and Xu, 2015]. B renome C.
reinhardtii Oblla  TaKXkKe  HalJeHa  OJHA  IIOCJIENOBATEILHOCTh,  IOMOJOTHYHAs
MOCJICIOBATEIBHOCTA THCTUAMHOBOTO (POCHOTPAHCMHUTTEPA, W YETHIPE MOCIECIOBATEIBHOCTH,
CXOJIIHBIX C MOCJICAOBATEIBHOCTSIMH PETYIIATOPOB OTBeTa Ha IutokuHuHb [Pils and Heyl, 2009].
Baxno ormeruTh, uTO TpaHcKpunimonHeii (akrop PSR1 C. reinhardtii, ycunmBarommii
9KCIPECCHIO TEHOB, KOAMUPYIOMIHMX (epMeHTh OnocuHTe3a xjopodmnia, Ha 60 % HICHTUYCH
10CJIEI0BATEILHOCTH PETYIISITOpa OTBETAa HA IIMTOKMHKUHEI rpymmbl B [Waters et al., 2009].

Ha cerogusimHuii 1eHh Majo 4TO M3BECTHO O (PYHKIIMOHAIBHON POJM (PUTOTOPMOHOB Y
MHKPOBOJIOPOCIICH, KOTOPBIC SIBISIOTCS OOBEKTaMU OMOTEXHOJOTHH. YCHIHS JOJDKHBI OBITh
HANpaBJICHbl HA WCCICIOBAHUS MOJICKYJISIPHBIX MEXaHHU3MOB OWOCHHTE3a M CUTHAIBHOM
TPAHCAYKIIUH  (UTOTOPMOHOB, KOTOpBIE TMO3BOJAT  CHOPMUPOBATH MPEICTABICHHUS O
BO3SHMKHOBCHHUM M  O3BOJIIOIMHM  CJIOXKHOTO  ammapara Meraboim3Ma  (UTOrOPMOHOB,
c(OpPMHUPOBABIIECTOCS Y COCYHMCTHIX pacTeHU. B cBOIO 04epe/b, TaKue MCCIICTOBAHUS OTKPOIOT
HOBBIC JIBEPH JUISi TCHETUYECKOM WJIM XHUMHYECKOW HWHXCHEPHUH MHKPOBOJOPOCIIEBBIX

IMPpOU3BOJICTB.

1.5 Cynpeccusi Kak MeTO/l TeHETHYeCKOI0 aHAJIN3a

Ananu3 m0060ro OMOJIOrMYECKOT0 MPOLEcca METOIaMHU KJIACCUYECKOW TeHETUKH TpeOyeT
HaJIMYUSl HECKOJbKUX THUIIOB MYTAHTOB JJSi HWIACHTHU(PHUKAIMU T€HOB, YYaCTBYIOIIMX B 3TOM
npouecce. OpHa crparerusi, OOBIYHO UCHOJb3yeMas JUIsl ompeneneHus (QyHKUUNA TeHOB
MHTEpECa, MpeAnoaaraeT Haln4ue ITaMMa, KOTOPBIA YK€ COAEPKUT MYTaLMIO, BIMSIOIIYIO Ha
MHTEpECYIOINN MeTaboIMuecKuil myTb. MyTaum, KOTOpble BOCCTAaHABIUBAIOT (PEHOTUIT JUKOTO
THUIIA, HAa (POHE MCXOTHOW MYyTallUU, HA3bIBAIOT cynpeccopamu. Mcropuuecku, cynpeccopsl Obun
YpPE3BBIYANHO IIEHHBI [UIS ONPECICHUS OTHOIICHHS MEXKIY JABYMsI TCHHBIMH TPOJIYKTamu in
ViV, naxe B OTCYTCTBHE CBEICHHI O MOJCKYISIPHOH MpUpole HCCIeAyeMbIXx Myranuii. B
COBPEMEHHYIO 3IOXY NPOEKTOB IOJHOTEHOMHOI'O CEKBEHMPOBAHMS, TIE€ IOCIEA0BATEIbHOCTH
JJHK ©He nparoT TOyHOW HHGpOpMAUU OTHOCUTENbHO (yHKUMU ~ 60% OTKPBHITHIX pPaMOK
CUMTBHIBAHUS, CYIPECCOPHI MPOJOIKAIOT OBITH MOJE3HBIMU ISl ONpeieeHNs] PYyHKIIMOHATbHON
posu 6enkoB in vivo [Prelich, 1999].

Cynpeccopbl Bce dHalle HCHOJIB3YIOTCA IS aHalu3a TIEHETHYECKOIo KOHTPOJIS
OMOXMMHYECKHX KacKaJOoB MO JBYM OCHOBHBIM MPUYMHAM. Bo-NepBbIX, MHOTHE T€HbI HE MOTYT

ObITh UACHTU(DULIHUPOBAHBI NPSIMBIM TE€HETHYECKHMM OTOOpoM. IlepBuuHas Mmyrtanus dYacto
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MOMOTaeT CEeHCUOMIN3UPOBATh 3TOT MYTh, a4 UAECHTU(UKALIUS Cypeccopa MO3BOJSET BBIABIATDH
€ro JONOJHHUTEIbHbIE KOMIIOHEHTHI. Cynpeccusi MyTaHTHOTO ()eHOTHUIIA TIO3BOJISIET OOHAPYKHUTh
B3alMOCBSA3b MEXIY JIBYMSI T€HaMHU, KOTOPYIO HEBO3MOYKHO YCTaHOBUTH IPYIMMM METOJAMHU.
[TonnmaHue MEXaHHW3MOB B3aMMOJCHCTBHS T€HHBIX IMPOJYKTOB HEBO3MOXKHO 0O€3 BBISICHEHUS

MCXaHU3MOB CYIIPECCUU MYTAHTHOI'O IIPHU3HAKA.

1.5.1 MexaHu3mbl cynpeccuu

Buyrpurennasa cympeccusi. [IpocTeimmM MeXaHH3MOM IOJABIEHUS  SBISETCA
BHYTPUICHHAsl CyIpeccus, rie (PeHOTHI, BBI3BAHHBIA MEPBHUYHON MyTalMed, YIydllaeTrcs B
pe3ysibTare BO3HUKHOBEHHMS BTOPOM MyTauud B TOM ke reHe. Cympeccus MOXeT OBbITh
pe3yabTaToM 0OpaTHON MyTaluM (MCTHHHOM peBepcueii), Korja BOCCTaHABJIMBACTCS MCXOTHAs
nocienosarenbHocTh JJHK. D10 Moxer ObITh M3MEHEHHEM OJHOI0 M TOTO K€ KOJOHA, WU
BIMSIHAE HA JPYrod KOJOH, BBI3BIBAIONIMNA HM3MEHEHHE AMHUHOKHCIOTHI B JPYroil IO3WIUH,
KOTOpask TeTepbh BOCCTAHABIMBACT (DYHKIIMIO STOTO OelKa 0 YPOBHS aKTMBHOCTH JUKOTO THUIIA.
BHyTpurenHusiii cympeccop OTJIMYalOT OT OHKCTPAreHHOro cympeccopa [0 pe3yibTaraMm
rUOPHIOJIOTHYECKOTO aHAIN3a; 10 ONpPEJENICHHI0, BHYTPUTE€HHBIE CYIIPECCOPBl JOJKHBI OBITh
OYCHb TECHO CIICTJICHBI ¢ MEPBOHAYAILHOW MYTAIMel, TOTr/a KaK JKCTPareHHbIE CYMPEeCcCOpHI
HaCIIeYIOTCS He3aBHUCHMO. HecMOTpsi Ha TO, YTO BHYTPUTEHHBIE CYNPECCOPHI MPEIOCTABISIOT
LEHHYI0 HH(GOpPMALMIO O CTPYKTYPHO-(DYHKIIMOHAIBHBIX OCOOCHHOCTAX Oenka, OHU He
UACHTUQUIMPYIOT HHMKAaKUX HOBBIX O€JIKOB, KOTOpble (YHKIMOHAIBHO CBSI3aHHBI C
nepBOHAYAILHBIM MyTaHTOM [Van Leeuwen et al., 2017].

HNudopmanuonnsie  cymnpeccopsl. CymnpeccopHble  MyTallMH, 3aTparvBarollne
KOMITOHEHTbI TPAHCISLMOHHON MalllMHbI, TOJABISAIOT 3(PPEKThl HOHCEHC-MYTAIUI WM MyTalui
TUIIA «CIBUT PAaMKU CUUTHIBAHMs». Takue cynpeccopbl ObUIM Ha3BaHbl MH(OPMAIMOHHBIMH,
MOCKOJIBKY OHHU M3MeHsUIM mpouecc TpaHcaauuu MytanTHeli MPHK. Wupopmannonusie
CYIIPECCOpBI OKa3aIHMCh YPE3BBIYafHO IIEHHBIMA HHCTPYMEHTAMH JUIS U3YYCHUS TaKUX SBICHUH,
KaK pacro3HaBaHUE KOJOH-aHTUKOJIOH, TPUIUIETHON MPHPOJIbl TEHETHYECKOTO KOJIa U TOYHOCTH
tpanciasiuu - [Murgola, 1985].  Tlockonbky HHGOPMAIMOHHBIE CYNPECCOPBI  SBJISIOTCS
cnenu(UIeCKUMHA JUTS OTIENBHBIX THIIOB MYTAaIluH, a HE I KOHKPETHOTO MPOAYKTa TeHa, HX
OTIMYUTEIFHON TeHETHYECKON XapaKTePUCTUKON CUMTACTCS auIeNb-CIeU(DUIHOCTD.

XoTs MH(POPMALMOHHBIE CYIPECCOpPbl HECYT IEHHYIO HWH(pOpMAIMI0O O MEeXaHU3Max H
TOYHOCTH TPAHCISAIUK, OHM HE OCOOCHHO IOJE3HBI, KOrJa Ieib CYMpeccoOpHOro ordopa —

u3ydeHne OMOCHHTETUYECKUX M PETYIIATOPHBIX Tporiieccos [Michels, 2002].
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N3MeHeHHe KoJIMYeCcTBA MYTAHTHOro Oeska. [lepBuuyHas myrtaius MOXKET CHU3HUTH
00IIyI0 aKTHBHOCTh KOAMPYEMOTo Oelnka, JHOO IMyTeM CHIKEHHS ero YACIbHON aKTHBHOCTH,
1100 MmyTeM yMEHbIIEHHsS (PaKTHUYECKOro KonuyectBa Oenka. OZHUM M3 0KHIAEMBIX KJIacCOB
CYIIPECCOPOB SABJIAIOTCS MYyTallMM, KOTOPBIE YBEIWYMBAIOT KOJWYECTBO HCXOIHOIO Oerka.
Cynpeccop MOXET BJIHMATh Ha HKCIPECCHI0 T'€HOB HAa MHOTHX YPOBHSX: yuc-IEHCTBYIOIINE
MPOMOTOPHBIE MYTAIlU¥, MYyTAallM¥ B ammapaTe TPAHCKPHIIIMHA, U3MEHEHUS B MPOIECCHHTE
MPHK, Tpancismun, PHK wnm crabunpHOCTH Oenka, Wi AyOJMpOBaHHUS MYTaHTHOTO T'eHA; BCE
3TO, BEPOSITHO, MOKET YBEJIMYUTH KOJIMYECTBO MYTAaHTHOro Oejka. DTOT Kjacc CYIpeccopoB
uaeHTU(GUIHPYET MO0 crenudUUecKre peryIsTopbl r'eHa HHTepeca, 00 00Ire KOMIIOHEHTHI
ero skcmpeccun [van Leeuwen et al., 2017]. Hampumep, myranuu B cyObemunuie Pup3p
npoteacoM 20S TMOJABISIOT TeMIepaTypHO-uyBCTBUTENbHbIE MyTanuu (Ts) B cyOwbenuHuIe
Rpo26p PHK-momumepassr II B S. cerevisiae myreM MOBBIMICHUS CTa0MIBHOCTH MYTaHTHOT'O
Rpo26p [Nouraini et al., 1997]. ITogaBnenue crnemuduyuro aas1 Rpo26p, u He BIUACT HA APYyTrHe
Ts cyobemunaunsl Pol I, yTo ykaspiBaeT Ha 4yBCTBUTEIBHOCTH Rpo26p k mpoteonnsy. I'eHb
smg, koropsie ObuIH UaeHTHUIPoBaHbl y Caenorhabditis elegans kak cynpeccopsl MmyTanuii B
pa3MyHBIX, Ka3ajdoch Obl, HE CBA3aHHBIX IYTSIX, MPEACTABISAIOT OO0l MpHUMep MOJaBICHUS
MYTaHTHOTO ()eHOTHIIA Yepe3 0OIIKe MyTH peanu3annu skcinpeccun reHos [Prelich, 1999]. I'enst
SMQg y4acTBYIOT B HOHCeHC-onocpenoBanHoMm pacnange MPHK; m cympeccust ckopee Bcero,
CBsI3aHa C MOBBINIEHHON cTabmibHOCThIO MPHK, 3ak01MpoBaHHBIX UCXOMHBIMU T€HAMM.

HN3meHenne aKTUBHOCTH MYTAaHTHOro Oeska. [Ipyroii MexaHu3M yBelIHYEHHUS OOIIei
AKTUBHOCTH Je(eKTHOTO OeiKka 3aKIo4yaeTcs B YCUJICHHH €ro cheruduieckoid aKTUBHOCTH,
KOTOpasi MOKET OBITh JOCTHTHYTA, IO MEHBIIIEH Mepe, TpeMs CIToco0aMu: 3a CUET BHYTPUTEHHOM
CYNPECCHM, TIOBBINICHUS AaKTHBHOCTH MYTAaHTHOrO Oenka IyTeM W3MEHEHHS IPSIMBIX
B3aMMOJICHCTBUI ¢  pPEryIUpPYIOIIMMH  CyOBEAMHHWIIAMHM, WJIM  TyTeM  W3MEHEHUs
HOCTTPaHCIIAIMOHHBIX Moanukanumii [Michels, 2002].

Myrtanuu, KOTOpbIe MPUBOJIAT K U3MCHEHUSIM B3aUMOJICHCTBUS MEXIY JABYMS OCJIKaMH,
SBJISIIOTCS OJHUM W3 HauOoJee YacTO BCTPEYAIOIIUXCS CYNMPEeCCOpPHBIX MyTaruil. B Hanbomee
VIPOIIEHHOM CIIEHapUH AMUHOKHUCIIOTHAS 3aME€HA Ha TPaHUIIE MKy IBYMs OeTKaMu HapylIaeT
WX B3aUMOJICHCTBHME, M KOMIICHCATOpPHAs AaMUHOKHCIOTHAs 3aMeHa BO BTOpOM Oemke
BOCCTaHABIIMBAET ATO B3amMojeiicTBue. Cympeccusi Onaromaps 3TOMY MEXaHU3MY «3aMKa H
KITI04a» TpeOyeT SKCTpeMalabHOW atenecnenuGuaHOCTH. ANbTEpHATHBA MOJENH «3aMKa H
KITF04Yay OblIa MPeIIoKeHa Ha OCHOBE TIIATENFHOTO U3YUEHHUsI MyTalllil B aKTHUH-CBSA3BIBAIOIIIEM
Oenke S. cerevisiae (Sac6p), koTopbie OJABIISAIOT YYBCTBUTEIbHBIC K TEMIIEPAType MYTAllMH B
aktuae [Sandrock et al., 1997]. OuumieHHble MyTaHTHbIC OelKM Sac6p CBA3BIBAIOTCS C

MYTaHTHBIM aKTUHOM Kperye, ueM Oenku Sac6p aukoro tumna. HeoxumaHHo okazanoch, YTO T
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9TH MYTaHTHBIC OCNKHM Sacbp Takke CBA3BIBAIOTCS Kpemde ¢ akTUHOM aukoro tuma. [lo-
BUJIMMOMY, TPOU30IUIO HE BOCCTAHOBJICHHE MCXOJHOTO B3aMMOJCHCTBHS, a CO3/IaHHE HOBBIX
KOHTaKTOB MEXAy AByMs Oenkamu. OCHOBBIBASICH Ha OOJIBIIEM IIEJICBOM pa3Mepe, JOCTYITHOM
JUISL CO37IaHUSI HOBBIX KOHTAKTOB, BIIOJHE BEPOSTHO, YTO ATOT MEXaHU3M BCTPEYACTCS Yallle, YeM
OOBIYHO MIPEAYCMOTPEHHBI MEXaHU3MOM «3aMKa U KIII0Yay.

N3MeHeHne aKTHBHOCTH  MeTafoJIM4YecKoro myTH. B MHorocryneHyatom
METa0O0JIMYECKOM ITYTH MYTalusi, KOTOpas M3MEHSET OJHY CTaIHMI0 MYTH, YaCTO MOXKET OBITh
HOJIaBJICHA MYTALUSIMH B T€HAX, KOTOPBIE BIUSIOT Ha JIPYTUE STAIbl TOTO e CaMOro MyTH. DTOT
KJIaCC CYIPECCOPOB YacTO YpEe3BBIYAHO MH(POPMATHBEH, MOCKOJIBKY IOMHMO HICHTU(DHKALUH
JIPYruX KOMIIOHEHTOB HMHTEPECYIOIIEr0 IyTH, CYIPECCOPbl MOTYT TaKKe OOJEer4uTh
ynopsinouenue nytu [Prelich, 1999]. CaMbiM CHIBHBIM JJ0Ka3aTEIBCTBOM TOTO, YTO CYIPECCOP
(GYHKIIMOHHPYET B paMKax OJHOTO M TOTO XK€ ITyTH, SBJSETCS TOT (DaKT, 4TO TOJIBKO CYIPECCOp
cozgaeT eHOTHI, CBSI3aHHBIN C (DEHOTHIIOM UCXOAHOM MyTalllH.

Cympeccop, 3aTparMBaroIIid IPyrue 3Tarbl OJHOTO M TOTO K€ METa0OJUYECKOro IyTH,
MOXET (YHKIIHOHHPOBATh JHOO BBIIIE, JTUOO HHMXKE HMCXOTHOIO I'eHa W 3aBUCHUT OT IPHPOIBI
UCXOJHOM MyTalMy. B cUrHaIbHOM IyTH, I/ie HAJMYUE WIM OTCYTCTBHE CHTHAja ONpEelsieT,
SIBJISIETCSL JI TYTh «BKJIIOUCH» WIIM «BBIKIIOUCH», YACTHYHOE MOJABICHHUE aUIeNs IMOTEpU
(GYHKIMM HE MO3BOJIICT HAJEKHO BOCCO3IATh 3TOT MyTh. [Ipeamonaraercs, 4TO MOAABICHUEC
HYJICBOW aJlIeNli OOYCIIOBJICHO IMOCICIYIONIMMU MYTAlUSIMH, KOTOPbIC aKTHBHUPYIOT IMyTh, HE
3aBUCSIIMNA OT UCXOJHOTO (TI0aBIEHHOr0) myTd. HanpoTus, B OMOCHHTETHYECKUX MYTSIX, TAKUX
Kak cOOpka ()aroB WJIM KICTOYHBIA LUK, T/I€ MPOUCXOIMT HAKOIJICHHE MPOMEXKYTOUHBIX
NPOJIYKTOB WM MOSIBJICHUE MOCIEAOBATEIbHBIX 3aBUCHMBIX CTaJHii, CYNpECcCOpHas MyTalus
0OBIYHO HAXOUTCS BbIIIE HCXOaHOM [van Leeuwen et al., 2017].

N3menenne aApyroro MeTadou4eckoro myTu. Myramus, KoTopas HHaKTHBHPYET OJWH
IyTh, Y4ACTO MOXKET OBITH CYIPECCUPOBaHa ITyTeM M3MEHEHHs BTOporo myTd. Cynpeccop MOKeT
NOBJIMATh HA PETYJIMPOBAHUE IMYTH, UMEIOIIETO CXOIHYIO WM MEPEKPHIBAONIYIOCS (DYHKIHIO,
WM U3MEHHTH crieruduky HyHKIMOHAIBLHO HecBsizaHHOTO Iyt [Michels, 2002].

Cympeccopbl,  KOTOpblE  HM3MEHSIOT  «KIETOYHYIO  Cpely», TaKKe  JIOJDKHEI
paccMaTpuBaThCs Kak BIMSIONIME HA JAPYrod MyTh. OTH MyTallMd HM3MEHSIOT OOMIYFO
(GHU3HOJIOTHIO KIIETKU (HAlpuMep, MyTeM U3MEHEHHsI BHYTPHKICTOUHOTO pH MM KOHIICHTpaIiu
Ca?"), Tak, 4To HYHKIHS HCXOIHOTO MYTAHTHOTO OE/Ka BOCCTAHABIIMBACTCS B 9TOM N3MEHEHHOIM

cpeace. HC}ICHO, KaK 4acTO 3TOT KOCBEHHBIM MEXaHH3M Ha CaMOM JIeJie peaIn3yCTCA.
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1.5.2 Ucnoab30BaHue cynpeccuu MpH U3y4eHHH OHOCHHTe3a Xy1opoduiiia

buocunTe3 (QYHKUMOHANBHBIX TETPANUPPOJIIOB B  (OTOCHHTE3UPYIOMIEH  KIIETKE
HaYMHAETCs ¢ o0pa3oBaHMs W3 TiyTramara S-aMUHOJIeBYJIMHOBOW KuciIoThl (AJIK), xoTopas
yepe3 CepuI0 TOCIEeNI0BaTeNbHBIX peakiuil mpeBpamiaercs B mnporonoppupun IX — obmwmii
npeamectBeHHUK rema u XJI [Beale, 1999]. Ieprim cnenngpuueckium GepMEHTOM OHOCHHTE3a
xjiopoduiuta SBISETCS MarHWii-xenarasa, ocymiecTBisitonas npespamenue [II1 B Mg-
npotonopbupun IX (MgIIII), koropast mpeacTaBasieT coO0M KOMILICKC, COCTOSIIMNA W3 TPEX
tunoB cyoseauuui; CHLI, CHLD u CHLH. IToMmumo ¢depmMeHTaTUBHBIX (QYHKIHI, a HMEHHO
BCTpavBaHUSA Mg2+ B MOJIEKYIy niporonioppupuna [X, 6onpinas cyObeAMHUIIA MATHUR-XeTaTa3bl
(CHLH) yuactByeT B mepemadye CHTHAJIOB OT XJOpoIiacta K sapy, 3aJClCTBOBaHA B
TPAHCKPUIILIMOHHON PEryJsiliMi U SBISETCS KOMIIOHEHTOM IIyT€l TOPMOHAIBHOTO U PEeIOoKC-
koutposiss [FOpuna wu  gp, 2012]. MerunmupoBanue MgIIII wu  dopmupoBanue
LUKJIOTIEHTAHOHOBOT'O KOJIbLIa 3aBepLIAtOTCs [I0CJIEI0BATEIbHBIM o0pa3oBaHNEM
npoToxiopodmuiraa, XJaopoprniraa u Xaopodunia.

Uccnenosanust rena LTS3 C. reinhardtii mo3Boimin ycTaHOBHTB, YTO KOAUPYEMBbIH UM
Oenok (TpaHckpunuuoHHbIH (akTop cemeiictBa GATA) saBiseTcs BaXHBIM KOMIIOHEHTOM
TPAHCKPHUIIIMOHHBIX KOMILJICKCOB, PETYIHUPYIOUINX JKCIPECCHIO (POTO3aBUCHUMBIX T'€HOB
¢depmenToB 6uocunTeza XJI: marnuii-xenaraszy u AJIK-cunresupyromuii kommieke. OgHuUM U3
MOJIXOJ0B K TIOUCKY aJbTEPHATUBHBIX IyTe OMOCHHTE3a SBISUIOCH H3YYEHHE CYIPECCUU
MYTaHTHBIX TPU3HAKOB.

Jlnst BeisiBIICHUST (haKTOPOB, oOecieunBaronx oopazoanue xiaopopmuia y C. reinhardtii
B YCJIOBHSX OTCYTCTBUS (yHKIMOHAIbHOTO Oenka LTS3, W3 KIETOYHOH KyabTYphI IITaMMa,
Hecyiiero myranuro brc-1 B rere LTS3 ObuT 0TOOpaH CriOHTaHHBIH peBepTaHT Bre-8, criocoOHbIi
cuntesupoBath XJI B TemHOTe. PesynbraroM wmccnenoBanusi cympeccun ItS3-myranmit crano
obOHapykeHHe ABYX HOBbIX syiepHbix reHoB SUP-3 u SUP-1 C. reinhardtii, xomupyromtux
daxropsl perymsnun aktuBHOCTH MX. SUP-3 crieruten ¢ LTS3 u komupyeT Oenok-pemnpeccop
anprepHatuBHoro LTS3 mytu perymsuuun MX. MonekynspHast uaeHtudukamus rema SUP-I
NO3BOJIMJIA TPEANONOXKUTh, 4YTO €ro MNPOXYKT sBIsercd KommoHeHToM LTS3-nytu, u
KOHTPOJIMPYET mporiecc 3eneHenus [Yexyrnosa u ap., 2014].

VY onanoxnerouHoi 3enmeHor Bomopocnu C. reinhardtii myranmuu chll u brs-1 B rene
CHLH, xomupyromem Oonplryro CyObenuHHIy Maraumii-xenarasbl (PucyHok 9), Onokupyrot
6uocunres XJI. becxnopoduibHble KIETKH MYTaHTOB 10 3TOMY I'€éHY CBETOUYBCTBHUTEIbHBI U B
TeMHOTE (OPMHUPYIOT OpaHKEBbIE KOJIOHUH, OKpacka KOTOpPbIX OOYyCIIOBJI€HA HaKOIJIEHHEM

cyocrpara MX — nporonopdupuna IX, u Hannunem kaporunonos [Chekounova et al.,2001].
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12 3 4 5 6 7 8 9 +C(chll) FT (br,-1) 10 11 12 0.5 kb
Al'rl‘(} 2661 3151 TAAT TGTAAT

Pucynok 9. Crpykrypa resa CHLH C. reinhardtii (7035 nu). Temuble 001acTi — 9K30HBI,
oenpie — uHTpoHB.. 5’UTR u 3’UTR —mpsAMOyroapHUKM MEHBLUIMX pa3MepoB. YKa3aHbl
MOJIOKEeHUsT ~ uHunmupytomero  kogoHa  (ATG),  crom-komona  (TAA),  curHaia

nonuaneHutupoBanus (TGTAA) u myranuii (+1 frameshift) chll u brs-1.

B  pesymbrate  MmyrareHesa,  wumHAaynupoBaHHOro  Y®  (Aygp),  OpaHKEBBIX
CBETOYYBCTBHUTENIBHBIX MyTaHTOB 1o reHy CHLH, nakammBaromux nporonoppupun 1X (I111),
ObUIO OJTyYEHO 6 3€JIEHBIX CBETOYCTOMUMBBIX pPEBEPTAHTOB, CUHTE3Upyomux XJI B TeMHOTE U
Ha cBety. Tpu u3 Hux (mrammbel R1-chl, R2-chl u R3-chl) 6bu1i oToOpans! B KyabType MyTaHTa
Chl1, a ocrameubie (R1-brs, R5-brs u R6-brs) — B kymerype BTOporo myranta Brs-1. Dtu
PEBEPTAHTHI CTAIHM TPEAMETOM HCCIEOBAaHUN MEXaHHM3MOB, BOCCTAHABJIMBAIOIINX OHMOCHHTE3
XJIOpO(UIUIA B YCIOBUSAX HapyleHUs QyHKIMI MarHuii-xenarassl.

PeBepranThl, monydenusie oT MytantoB mo reny CHLH C. reinhardtii, 8 otmuuue ot
HMCXOJHBIX MYTaHTOB, B TeMHOTE He HakaruBaroT [II1. x knetku cunre3npyrotr XJI B TeMHOTE
U Ha CBETY B KOJIMYECTBE, CXOAHOM C TaKOBbIM y mTamma aukoro tuna CC124. UckitoueHuem
crain mramMm R6-Drs, y koToporo Ha cBeTy 3TOT MUIMEHT HAKAIUIMBACTCS BTPOE OOJIbILIE HOPMBIL.
CootHoreHus xopohusioB a/b, y peBepTaHTOB OKa3aaich CXOAHBIM C TAKOBBIM y AUKOTO THIIA
(1.81), 3a uckmrouenueM mramma R2-chl, ams xkoTtoporo sta BeqWYMHA Ha CBETY COCTABISCT

18.42, a B temHoTe — 27 (Tabmuma 1).

Ta6auua 1. Coaep:xkanme rema, XJI M HX NpeJlIeCTBEHHMKOB B KJETKAX PeBepTAHTOB,
BLIPALIEHHDIX HA cBeTy (HM0b/10° KiTeTOK).

[IIramm I'enoTun CopepxaHue MUTMEHTOB Iem | Xa/ | AJIK*
T | MgIIII(D) | Xna+b | Xna/Xnb Tem
CC124 wt H.O. 0.15 5518 1.81 8.7 635 | 225
R1-brs | SUP1,brsl | H.o. H.O. 4945 1.90 8.3 599 | 83.6
R1-chl | SUP1,chll | Hn.o. H.O. 3819 1.95 10.8 | 355 | 485
R2-chl | SUP1,chll | Hn.o. H.O. 3095 18.42 242 | 128 | 884
R6-brs | SUP2,brsl | n.o. 17.14 27518 1.98 38.0 | 786 | 635.1

*AJIK, HakoIueHHas KIeTKaMH B TedeHue 17 vacoB umx o0Opabotkm 40 MM pacTBOpOM
neBynuHoBo# Kucnotsl; MQIIII(3) — (MmoHOMeTHIOBRIHM 3¢up) Mg-nnporonopdupuna IX
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Boccranosnenne cnocoOHOCTH CHHTE3UpOBaTh XJI y peBepTaHTOB OT MYTAaHTOB IO TEHY
CHLH wmorno mpou3soiitu nmu60 B ciyyae oOpaTHOW MyTallMd B TOM T'€HE, WIH B pe3yjbTare
MyTalldd JPYroro T€Ha, CIOCOOHOW CyIlpeccHpoBaTh MyTaHTHYyIo amiens reHa CHLH. Jlns
OIpENIeJICHUs] TeHETUYECKON TPUPOABI peBepcuid ObLT MPOBEAEH THOPHIONOTHYCCKUN aHAIU3
peBepTanTOB. Ero pesynapraTom cramo oOHapyXeHHue ABYX sAEepHBIX MyTtarui sup-1 u Sup-2 C.
reinhardtii, BoccraHaBJIMBAIONIMX CIIOCOOHOCTh CHHTE3UPOBAThH XJIOPOPHUT y PEBEPTAHTOB Ha
¢one myraumii B rene CHLH xomupyromem OGomnbiryro cyObenuuuny MX. Myramus Sup-2

oKasaJyiach TeCHO criericHa ¢ myranueii brs-1 B rere CHLH (Ta6muna 2).

Tabauua 2. OueHka cuenieHus CynpeccopHbIX MyTaumii ¢ myrauusimu B rene CHLH.

[Tapsr MapkepoB P:N:T P(P=N) [ D*(cM)

supl- chll 192:43:68 | <0,01 25.4 cM

sup2 - brs-1 73:0:0 <0,01 |<13cM

*PaccTosHMe MeX1y MapKepaMu pacCUUTHIBAIH 110 hopMyIie:
D (cM) = N+0.5T/P+N+T x 100

V 3eneHoro B TEMHOTE U Ha CBETY peBepTanTa R6-brs cynpeccopnas myraius npusena K
BO3pacTaHuio B 28 pa3 crocoOHocTH K cuHTe3y AJIK M K yBenM4eHHIO0 colepikaHus XJI U rema
(B 5 1 4 pa3a COOTBETCTBEHHO) [0 CPAaBHEHMIO C AUKUM TUNOM. [Ipu 3TOM, OHa He MOoBIUsIA HA
BENMUYMHY OTHOIIeHUs Xia/Xabh u, crnemoBaTenbHO, Ha CTPYKTYPY (OTOCHHTETHYECKOTO
annapara. [lo-Buaumomy, mnoseiieHue AJIK-cuHTe3npyromeil cnocoOHOCTH y PEeBEPTAHTOB
CBSI3aHO C BOCCTAHOBJIEHHEM (YHKIIMOHAJILHOM aKTUBHOCTH KomIuiekca MX.

Hacrosimas pabora siBisieTcsi mpoJODKEHHEM U3ydeHHs peBepTaHTa R6-Dbrs, y kotoporo
BOCCTaHOBIICHHE OMOCHHTE3a XJopoduiuia Ha (poHe myTanuu O6ecxinopodunbHocTr Drs-1 B rene
CHLH, xomupyromeM OONbIIyl0 CyOBEIMHHIY MarHui-XejaTa3bl, MPOU3OINUIO B PE3yJIbTaTe

JIOMHUHAHTHOM CYIPECCOPHOM MyTaIlMH, TECHO CIIETUIEHHOU ¢ MyTarueit brs-1.
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2 MatepuaJjbl 1 MeTOAbI
2.1 PacTuTeJbHBII MaTepHaJl

B pa6orte ucnoas3oBanu mrammel Chlamidomonas (C.) reinhardtii u3 Ilereprodckoii
I'enernyeckoit Komnekuuu (II'K) — mrammsl auxoro tuna 137C u CC124, MyTaHT 1o reny
CHLH, koampyromiemy Oosblinyio cyObenuHuily Maramii-xenatassl C. reinhardtii, brs-1, u
peBepTanT R6-brs, moaydyenHsiit or myradTa brs-1.
2.2 YcaoBusi KyJ1bTUBHPOBAHUS

Jlnst kyneTuBHpOBanus kietok C. reinhardtii ucmonp3oBanu ctaHgapTHBIC MUTATEIbHbIC
CpeJibl, COCTaB KOTOPBIX MpezcTaBieH B Tabnuie 3. KyabTypsl BeIpaluBaiyu Mpu TeMIepaTrype

20-25 °C Ha 6enom cery (200-300 pE/m%cex) 1 B TeMHOTeE.

Taoiamuna 3. Cocras cpel, HCOJIb3yeMBbIX B padore.

Ha 1 71 cpenbl
KomMmmnoHeHTBI Cocrasn TAP TAP oo T
Ha 1l 1 H,O 25 Mt 25 Mt 25 M
PactBop NH,CI 16r
beliepunka MgSO4 4r
CaC|2 21
Docdarmii Ha 100 M H>O 1 M 1 M 1 M
Gydep KoHPO, 936
KH,PO4 6.3r
] Ha 1l 1 H,O 100 Mo 100 mx 100 mn
Tris -
Sydep Tris base 2421
HCI 15 mn
Anerar 2r 2r -
HaTpUA
Ha 1l 1 H,O 1 M 1 M 1 M
H3BO3 Ir
PaCTBOp ZnS0,...7H,0 It
MUKPOOIIEMEHTOR MnSQ;,...4H,0 04r
COC|2. ..6H,0O 02r
CuSOq 0.04r
Na,Mo0O;,...2H,0 02r
HpoxoxkeBon — 41 _
aBTOJIM3AT
Arap 151 151 15t
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2.3 N3yuenne norpedHocTH mramma R6-Drs B IpokikeBOM 3KCTPaKTe IJIsl pOCTa

I'otoBunm nuratensubie cpeasl AP ac” (TAP Ge3 moGasnenus anerara Hatpusi), TAP
ac’, TAP o6or. ac’ (TAP o6or. 6e3 nobapienus auerara Hatpusi), TAP o6or. ac’. KymbTypsl
kiaetok aukoro tuma 137C u pesepranta R6-brs BeipammBanm Ha 3THX cpemax Ha cBeTy. B

temHoTe mTamMmbl 137C u R6-brs BeipamuBanu Ha cpeaax TAP ac’, TAP o6or. ac".

2.4 OnpenesieHue pa3MepoB KJIETOK

TpexaHEeBHBIC HECHHXPOHU3UPOBAHHBIC KYIBTYphl KieTok mTamMmoB 137C, brs-1 u R6-
brs Beipamennbix Ha cpege TAP 000r. cycrneHIMpOBadu B BOJAE M HCIOJIB30BAIM JUIS
UCCJICIOBaHMsI C MOMOILBI0O MHBEPTHUPOBAHHOTO IOJIYaBTOMATH3UPOBAHHOTO (DIyOpPECLIEHTHOTO
mukpockorra DMI3000B. [lns kaxkmoro mrtamma Qortorpaduposanocs 40 mojei, mocie 4ero

noacunTeiBaiica 00beM 300 KJIETOK KaXXIOro IIITaMmMa.

2.5 N3MepeHne CKOPOCTH JIeJIEHUsI KJIEeTOK

CycrieH3uu KynbTyp KiaeTok aukoro tuna 137C u peBepranta R6-brs rorosunmcsk B 1 it
xuako cpensl TAP obor. [TpoOupku ¢ CycneH3usMU OCTaBJISLUTM Ha cBeTy. Ha cremyrommii
JI€Hb TPOBOJMJICS TMOJCYET KOHIICHTpAIMM KJIETOK C MOMOIIbI0 kKamepbl [opsieBa. 3areMm, B
npoOupku ¢ 7 mi kUKol cpeast TAP o6or. BHOcuu 1o 70 MK cycneH3uu kietok. [IpoOupku
MOMEIAIM HA CYTKH B TEMHOTY JUIsl CHHXPOHHM3alluu KJIeTo4yHoro nukia. Ha ciaenyromuii neHs
NpOOUPKH NEPEHOCHWIIM Ha CBET, W Jlaiee KYJIbTUBHPOBAIM TPH MOCTOSHHOM OCBelIleHWu. B

TEeUeHHe 5 JHEH IMPOBOAUIIN MOACUCT KOHIOCHTPAIIUH KJIICTOK C ITIOMOIIBIO KaMCPhbI FopﬂeBa.

2.6 CopTHpPOBKA KJIETOK N0 pa3Mepy MeTO/0B IIUTOMETPHHU

Kynbrypsl kierok aukoro tuma 137C u peBepranta R6-brs copruposanu ¢ momoripto
npoTo4Horo coprupyromero muropiayopumerpa BD FACS Aria 3 Ha mpeaMeT Haluuus
bpakuuii pa3nmuyHOTO paszMepa. s 3TOro TOTOBHJIM JKUIKHE CYCIICH3MHM TPEXJIHEBHBIX
HECHHXPOHHM3UPOBAHHBIX KYJIbTYp KiIeTok jaukoro tuma 137C wu pesepranta R6-brs,
BhIpallleHHbIX Ha cpeae TAP obor. s ananusza ¢uyopectueHInH XJIopodusuia UCTIoIb30BaNCs
cuHuid nazep 488 HM (MomHocTh 20 MBT). Peructpamus curnama ocymiecTBisiigack OT JABYX

dbyopoxpomos: 695/40 ----- PerCP-Cy5-5 u 616/23 ----- PE-CF594.
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2.7 Bouiaenenune JJTHK

Hus Bemenenuss JTHK w3 kymeryper kiertok C. reinhardtii (137C, brs-1, R6-brs)
npumensuicss meron CTAB, korma B cocraBe SKCTpakIMOHHOTO Oydepa uCHoib3yercs
nerunmeruiammonuii opomun (LITAB) — gereprenT, paspymaroniuii KJIeTOUYHbIE MeMOpaHbl U
00pa3yIoHii KOMIUIEKCHI ¢ OeTKaMy M KUCIBIMU Mofucaxapuaamu. Kietku, pecycrneH3upoBaiu
B 3KcTparupytomeM oydepe, 100 ma xoroporo conepxanu: LITAB — 2 r, 5 M NaCl — 28 mxu,
0.5 M EDTA (pH8) — 4 mu, 2 M Tris-HCI (pH 8) — 5 mu. KynsTypsl KIeTOK (PUKCHPOBAIN B
YKHUJIKOM a30Te, 3aTeM KYJIbTHUBUPOBAIIM IIPH IIOCTOSTHHOM TiepeMemuBanuu npu 56 °C B TeueHue
OJIHOTO Yaca B Inelikep-unkybatope ES-20/60 Biosan. ITocne mukyOaruu 100aBiIsiiid PaBHbIH
o0beM xjopodopma. ConmepkumMoe MpOOHPOK MEpEeMENIUBAIN NP KOMHATHOW TeMIlepaType B
teuenne 1 dvaca B mynbruporatope Multi Bio RS-24 Biosan. Cmech neHTpu(yrupoBaim,
oOpa3yromuiics CyrnepHaTaHT MEPEeHOCHIM B YHCTYIO HpoOHpKy, aobammsiiu 2/3 oObema
U30TPOIAHONa, MEPEeMEIINBAIN, HYKICHHOBBIC KHCIOTBI 3aTeM OCAXIAIH ITAHOJIOM.
[Tpocymennsie o6pasusl JJHK pactBopsuin B Oydepe TE, xpanunu B xonoaunsauke (+4 °C) u

ucnonb3oBanu s [TIP-ammudukamnm reHos.

2.8 Bouigeinenue PHK

Jns Beigenenuss PHK  kymbrypsr kiaerok C. reinhardtii (137C, brs-1, R6-brs)
(buKcUpoBau B )KUIKOM a30Te. VICroap30BaIiCh KYIbTYphl, BEIpAIllEHHbIE B TEMHOTE Ha Cpeaax
TAP u TAP o0or., TeMHOBBIE KYJIbTYphl C MHIYKIMEH cBeToM (2 yaca u 4 4yaca), KylIbTypbl,
BbIpalieHHble Ha cBeTy Ha cpefax TAP u TAP o6or. K 250 Mr ¢ukcupoBaHHON KyJIbTYpbI
nobasmsuin 750 Mk peareHta TRIZOl, nHKyOuMpoBanu 5 MHH NpU KOMHATHOW TeMIepaType.
3arem pob6asmsim 150 Mk xsopodopma, IpoOUpKH TpACiAM B TeueHue 15 cek, mocie 4yero
MHKYOUpoBasii 3 MUHYTBI IPY KOMHATHOM Temneparype. Llentpudyruposanu (12 Tb1c.00./MUH B
tedeHue 15 munyTt npu 4 °C) u oTOMpaii BEPXHIOI BOJHYIO (ha3y, KOTOPYIO MEPEHOCUIH B
HOBbIe NpoOupKu. B mpoGupku ¢ BoaHo# ¢azoit nodasmsum 375 mkn 100% wn3onponanona u
UHKYOMpOBaJlM TpU KOMHATHOH Temmeparype B TedeHue 10 wmwuHyr. IlpoOupxu
uenTpudyruposanu (12 toic.06./MuH B Teuenue 10 munyt npu 4 °C) u ynansuid cynepHaTaHT.
[MpunmuBanu 750 mxn 75% stanona, neatpudyrupoBanu (7500 06./MUH B TeUeHHE 5 MUHYT NPHU
4 °C), nocne vero ynamsnu cynepHatant. Ocagok PHK cymmnm, 3arem pactBopsiian B 15 Mk
Bosbl. M3mepsimu konuentpaumio PHK ¢ momomipio cnekTpodoroMeTpa, TMocie uero
koHentpanuto PHK Bcex o6pasnos moogmmm g0 0.1 mxr/mxin. Beimenennyro PHK xpanwmm
npu —70 °C.
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2.9 IMoayyenue kJHK

Hns ynanenus reromHoit IHK u3 ¢pakuun PHK ob6pabatsiBanmu JIHKazoit. K 15 Mkn
PHK noGaBnsimu 1.7 mxn Oydepa mana npoeaeHus peakinuud u 0.3 mxn JIHKaser |. Cmecs
nakyoupoBasm 30 mun npu 37 °C. PHK nepeocaxnanu xiaopodopMeHHONU dKcTpakiuuen. s
nonyuenus k/IHK npoBogunu peaknuro oOpaTHOW TpaHckpuniuu. Peakuuto nposoaunu B 10
Mk 3 Mkt — PHK, 6 Mkt — Oydepa ais peakipontoit cmecu, 0.6 mxit — npaiimepos Onuro(dT),
4.8 mxa — Boapl, 0.6 Mkt — MMLV-RT. TIpo6upku uakyouposanu 1 gac npu 42 °C, oO6patHyio

TPaAHCKPUIITa3y MHAKTUBUpOBaIH pH 92 °C B TeueHue 3 MUH.

2.10 AHaju3 3KcnpeccHy reHoB OMOCHHTe3a Xyopodpuiia meroaom II[P-PB

Avmmdukanuro  JIHK-pparmentoB nHa wmarpune k/IHK npoBomuam Meromom
MOJIMMEPa3HOW LenHOW peakuuu B pexume peanbHoro Bpemenu (IILP-PB). Ilpaiimepsl,
UCTIOJIb30BaHHBIC JIJISl aHAIM3a SKCIPECCHU T€HOB OMOCHHTE3a XJIOpO(HIUIa, MPEICTaBICHBI B
tabnuue 4. [locnegoBareabHOCTH MpaliMepoB MOAOUPAIUCH B COOTBETCTBUU C JaHHBIMH 0a3bl
nanubix Phytozome. TlpaiiMepbl co31aBaIMCh TaKUM 00pa3oM, 4TOOBI aMITJIMKOHBI ¢ TEHOMHOMU H
kJIHK otnuyanuce no pasmepy. B kadectBe pedepeHCHOro reHa MCIoab30BaJICs TeH TyOyanHa
(mpatimepbr  k reHy tyoOymuna: tub-F — GAGTTCACTGAGGCCGAGTC; tub-R -
TCCTTTGTCCAGGGTCAGTC) [Mou et al.,, 2015]. YcnoBus amminduKaiMyd BKIIOYATH
HavanpHyl AeHartypauuto mpu 94 °C B teueHue 5 MuH U 40 UUKIOB, COCTOSIIMX M3 TPeX
craamii: aeHarypamus — 19 cek, 94 °C; omxkur npaiimepa — 30 cek, 60 °C; snonramnus — 40 cek,
72 °C. Ha mocneHe# cTaquu MIPOBOIMIIN 3aKTFOUYATEIBHYIO doHTaIuio mpu 72 °C B TeueHue 4
muH. [To okonyanuu [11[P Hannume aMIIMKOHOB HY>KHOTO pa3Mmepa MpPOBEPsUIA METOJOM Tellb-
anekTpodopesa. AHanu3 dKcnpeccuu mpoBoamtn merogom 2N(—AACt) [Livak and Schmittgen,
2001].
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Tadoauna 4. IlocjienoBaTeJbHOCTH NpPaiiMepoB K reHam OumocuHTe3a XxJjopoduiiaa y C.

reinhardtii.
ITocnemoBaTeIbHOCTE IpariMepa Pasuep | Pasmep
I'en — mpoaykt [Ipaiimep A 53 P P Ha 'eH. Ha
- JIHK | xJHK
GTS - Inyrawmn-tPHK | G1SF | GCGCATCCAAGAACATCACG 26 203
CHHTCTA32 GTS-R CGGTGATGACGGCGTTGCC
HEMA- | GceecaTeeeTeeTTCeCACTC
HEMA — I'myramun-TPHK F 556 440
pentyKTasa HE&"A' CGCAGCAGGAACAGGTAGGG
GSA1 — I'nyramar-1- GSA-F | CAAGACGCTGGAGATCCTGG
CEMUAIILIET U 549 415
amurOTpaHChepaza GSA-R GGTCTGCTGCTCCATCATCC
CHLI-F | CGAGGTGACCACGAATGACG
CHLI2 — | cyosequamnma 567 288
Marnni-Xejaraspl CHLI-R CGACAGGCCTACACCAGCC
CHLD - D cy6semmmma | CLD-F | CAGCGAGGGCAAGGTGCAG e 260
MarHHH-XeaTasbl CHLD-R | GCCTGGCTGGCCTGCATGC
CHLH — H cy6pemummua | CHEH-F | GTCGATTTACAGCGGCAACAAC 100 .
Mariin-xe/arasbl CHLH-R | CTGCCGTTCAGCGCCTCTAC
GUN4 — Terpammppon- | GUN4F CGATGCGCGTCACCGTCG " -
CBA3BIBAIOIINIT OCNIOK | GN4-R | CAGATCTCCTTCTGAACGCTG

2.12 Anaau3 IKCIPECCHH NPECANOJO0KUTECIbHBIX T'CHOB OMOCHHTEe3a HUTOKHHUHOB METOI0M

TIL[P-PB

Jns u3ydeHus BIUSHHS TPEAINOJaraéMbIX 3HJOT€HHBIX HUTOKMHUHOB Ha JKCIPECCHIO
BO3MOXXHBIX T€HOB OMOCHHTe3a IIMTOKMHUHOB y mmtamMoB Chlamydomonas reinhardtii 6pum
CKOHCTPYUpOBaHbI TipaiimMepsl k TeHam C. reinhardtii, mociieoBaTelbHOCTH KOTOPBIX Hanboee
WIACHTUYHBI TeHaM CcuHTe3a nutokuHuHOB Yy Arabidopsis thaliana: ATIPT9 (komupyer
uzoneHTenunTpanchepazy 9), ATAPT1 (xomupyer amenuH ¢docdopudbosuntpanchepasy 1),
ADK2 (xomupyer aneHo3uH kuHazy 2), u AT2G37210 (xoaupyer Oenok ceMmeiicTBa JIH3UH
nekapbokcuiasz) [Lu et al., 2014]. Ammmdukanuo kIHK-pparMeHTOB MPOBOIHIN METOIOM
nosmmMepasHo nemHor peaknuu (ITLP). Ilpaitmepst m1s TeHOB OMOCHHTE3a IUTOKWUHUHOB

MMpEaACTaBJICHbBI B Ta6J'II/II_[C 5. HpaﬁMepH CO3JaBaIMCh TAKHM O6p3.30M, YTOOBI AMILIUKOHBI C
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renomHoi u kJIHK ortnuvanuce mo pasmepy. IlocnenoBaTenpbHOCTH MTpalitMepoB MOAOMPATIUCH B
COOTBETCTBUH C JaHHBIMH 0a3bl JaHHBIX Phytozome. IIpaiimepsl co3maBaiuch TaKUM 00pa3oM,
9TOOBI aMIUIMKOHBI ¢ TeHOMHOUM U KJIHK oTimuanucek mo pasmepy. B kauecTBe pedepeHCHOTro
reHa HWCIOJB30BalCA TeH TyOyauHa (mpadiMepsl K  reHy TyOymuHa: tub-F —
GAGTTCACTGAGGCCGAGTC; tub-R - TCCTTTGTCCAGGGTCAGTC) [Mou et al., 2015].
YcnoBus aMIupUKanuy BKIIOYAIH HadalbHYIO ieHarypanuio npu 94 °C B Teuenue 5 mun u 40
IIUKJIOB, COCTOSIIIIUX M3 TpeX cramuii: AeHarypauus — 19 cek, 94 °C; orxur npaiimepa — 30 cek,
60 °C; smonramms — 40 cek, 72 °C. Ha mocnegHeidt cTtaguu MPOBOJMIN 3aKIHOUYUTEIHHYIO
snoHranuo npu 72 °C B teuenue 4 muH. [lo okonuanuu [P Hainyne aMIIMKOHOB HYKHOTO
pasmepa IpOBEPSIIH METOJOM Telb-3J1eKTpodope3a. AHAIN3 SKCIPECCUU MPOBOIMIA METOJIOM

2"(-AACt) [Livak and Schmittgen, 2001].

Tadoauna 5. IMocaenoBaTeIbHOCTH NpaiiMepoB K TreHaM OMOCHMHTe3a HUTOKHMHHUHOB C.

reinhardtii.
N Pasmep | Pazmep
. ITocnenoBarenbHOCTD IpaliMepa
I'en — mpoaykr IIpanmep 53 Ha I'eH. Ha
) JHK | x/IHK
TRI1 —TPHK TRNA-F | GGAGCTGTGCGGGGAGCTG
JUMeTHIauITpanchepasa/ 626 314
TPHK npenuntpancoepasza | TRNA-R | GGAACGGTTTACTTGTCTGGC
APT — Anetun APT-F CGTGGCATTCCTGACTTTCCC - 205

(ocopnbosuntparcdepasa | ApT.R | GCACAAAGGCTACCCCAAGC

ADK-F | CCCTACATTGACTTCCTGTTCG
ADK — AjeHo3uH KMHAa3a 579 217
ADK-R GCAGCATCACGGGGTAGCG

LOG — Benok LOG LOG-F | CCTGATCGTGTCATCGGAACC

cemeiicta YJLO55W 481 136

LOG-R CGCCTCCTGAGAGCTGAGG

2.13 I'ean-31exkTpodope3

Paznenenue nponykToB aMIuiM(UKaluy MPOBOAWIM TMPU MTOMOIIHU 3j1ekTpodopesa B 1%-
HOM arapo3HOM Tejle ¢ IMPOKpallMBaHUEM OpPOMHUCTBIM 3THUIMEM. DIeKTpodope3 MpoBOIUIH B
0.5X oydepe TAE mpu 100B. B xauectBe mapkepa amuH ¢pparmentoB JJHK Ha arapo3usrii rens

JOMOJIHUTCIIBHO HAHOCUJIKM MAPKEP MOJICKYJISIPDHI'O BECaA.

46




2.14 CexBenupoBanue rena CHLH

Avmumnpukanuio JTHK-dparmentoB npoBogmium meroxom IIHP. ns ammnudukanmm
UCIIOJIb30BajIach peakimoHHas cMech oobemom 10 mki, comepxkamas 1 mxa MQCly, 1 Mk
dNTP, 1 mka Oydepa, 6 mxa Boasl, 1 mxa marpuunoit JTHK, mo 1 Mk mpssMoro u oOpaTHOro
npaiimepa, 0.15 wmxn Tag-mommmepaswl. Ilpaiimepsr anst cekBeHupoBanuss rena CHLH
noa0MpaTUCh B COOTBETCTBHH JAAHHBIM O €ro CTpykrype. [locinenoBaTenbHOCTH paiMeEpOB LIS
CEKBEHHUPOBAHMSI, MHCIIOJIB30BAHHBIX B paboTre, mpeAcTaBieHbl B Tabiuine 6. YcioBus
aMIUTM(QUKAIUN BKIIOYAIM HaYallbHYIO JeHaTypauio npu 94 °C B teuenue 5 muH u 40 nukios,
COCTOSIIIIMX U3 Tpex craguii: aenarypamus — 19 cek, 94 °C; omxkur npaitmepa — 30 cek, 60 °C;
anoHrauusa — 2 muH, 72 °C. Ha nocnenHel cTaguu MpOBOJWIM 3aKJIIOUUTENIBHYIO 3JOHTAlUI0
npu 72 °C B teuenue 4 muH. [IpoObl ¢ aMmIubUIIMPOBaHHBIME (PpAarMEHThl CEKBEHHPOBAIU Ha

KaHHHHHpHOﬁ CCKBCHATOPC.

Ta6suua 6. [TocienoBaTeILHOCTH NpaliMepoB 1/ cekBeHnpoBanusi rena CHLH.

[Ipaiimep [TocnenoBarenbHOCTH paliMepa 5°-3°

F2-CHLH GTCGATTTACAGCGGCAACAAC

R2-CHLH CTGCCGTTCAGCGCCTCTAC
CHLH-FIN GCTGAAGAACCTGCAGCGCG
CHLH-RIN GTTGTTGCCGCTGTAAATCGAC
CHLH-R2N CGTCGCGCTGCATCTCGCC

2.15 IoaHOreHOMHOE CEKBEHUPOBAHHE

Beigensiin [TIHK ux kynpTyp kietok peBepranta R6-brs m myranrta brs-1, xortopyro
3aTeM OTIpaBJsUIM Ha CekBeHupoBaHue. KadecTBO naHHBIX oneHMBaiM ¢ nomoups FastQC

(http://www.bioinformatics.babraham.ac.uk/projects/fastgc). C  nomompro  Trimmomatic

YA BCE PUJIBI M OCHOBAHUS HU3KOTO KAauyeCTBa, a TAK)KE€ BCE HEMAapHbIE MpodTeHHs. J[ms
BBIPAaBHUBAHUS TIPOYTECHUI HCIIOJIB30BAIU MOCIEIHIOW Bepcuto (ver 5.5) coopku pedepeHCHOTo

reaoma Chlamydomonas reinhardtii u annortanuto (https://genome.jgi.doe.gov/). C momoripo

“bowtie2-build” co3zmaBany WHAEKC TI'€HOMa, BbIpaBHHBAIM puisl Ha reHoMm (bowtie2). C
OMOIIbI0 Habopa yTHIIUT “Sam-tools”, Sam-daiin ¢ Moxy4eHHbBIMU JaHHBIMU O BBIPaBHHUBAHUU

nepeBomiM B bam-(opMmar ¢ 11e7b10 YMEHBIIUTB €ro pa3Mep U yCKOpUTh padoty. IlomyueHHbIi
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bam-gaitn orcoprupoBanM W TpoMHIEKCHpoBamu (Takke sam-tools). Ha mepBom ortame
onpenemnsi Bce SNP u unzensl ¢ momouipio samtools mpileup. B npouecce paboTsl anroputm
paccMaTpUBACT KaXIyI0 MO3MIMI0 M CUUTAET KOJMYECTBO COOTBETCTBUN MM HECOOTBETCTBUU
JaHHOTO HykKieotuaa pedepency. Ha Beixome momywamu mpileup-gaitn co Bcemu SNP wu
unaenamu. [IpumennB VarScan ¢ onmumeit mpileup2snp u mpileup2indel mbr oTduabTpOBHIBaIN
UCTHHHBIC MYTAllU{ OT OMMOOK CEKBEHHUPOBAHMUS, IIPH 3TOM MbI MOJOMPAIH TapaMeTp OMNIHHU -
var- frequency Takum o00pa3oM, YTOOBI 3aXBaTHTh MAaKCHMAaJIbHOE KOJIWYECTBO pPEaTbHBIX

MyTauui. Buzyanuzaiuio pe3yiabTaToB OCYIIECTBIISIIN B TeHOMHOM Opaysepe IGV.
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3 Pe3yabTarthl

3.1 U3y4yenue mopdoaoruueckux ocodbeHHocTeli peBepranta R6-brs

IMpu wu3ydyenun QeHoTUNa KIETOK peBepTanTa R6-DIS, y KOTOpOro mpou30ILIo
BOCCTaHOBJICHHE OuocuHTe3a xjopoduiia Ha (oHe myramuu brs-1 B rene CHLH, ynamock
YCTaHOBUTh, YTO OHHU MOP(QOJIOTUYESCKH OTIMYAIOTCS OT INTaMMa Jaukoro Tuma. llpu
BBIPAIIIMBAaHNK Ha CBETY, KJIETKH peBepraHta R6-Drs ¢dopmupyror menkue koimonuu (PucyHok
10). Manblii pasMep KOJIOHHH, (HOPMUPYEMBIX KIIETKaMH peBepranta R6-Drs, mMoxer ObITH
00YCIIOBJICH YMEHBIIIEHUEM CKOPOCTH JEJICHUS KJICTOK, a TAaKXKE 3HAYUTEIHHBIM YBEIHMUYCHUEM
ckopoctu cuHTe3a AJIK u ee BO3MOXHOW yTHIIM3alMel B CHHTE3€ SHJOTEHHBIX ITUTOKHMHUHOB,
M30BITOYHOE COJIEpPIKaHHWE KOTOPBIX MOXKET IMPUBECTH K IOAABICHUIO TPOIIECCOB POCTa U

JICTICHHS KIIETOK Bogopociu [SIporckas u ap., 2004].

Pucynok 10. Kononuu, d¢opmupyemble KjIeTKaAMH IITaMMa JMKOr0 THNA H
peBepranTa R6-Drs, pactymmmu Ha cBeTy B TedeHHe IBYX Helejb, MPH OJHOBPEMEHHOM

nocese Ha cpeay TAP.

N3ydyenue morpedHOCTH s pocra mramma R6-Drs B apoxkikeBOM JIKCTpaKTe.
BeipammBanue mrammoB gukoro tuma 137C u peBepranta R6-Drs Ha cpemax pasindHOTO
cocraBa (TAP ac’, TAP ac’, TAP o6or. ac’, TAP o6or. ac*) B TeMHOTE ¥ Ha CBETy MOKa3aJIo, 4To
JPOMOKEBOW DKCTPAKT HEOOXOoAMM sl pocta mramma R6-DrsS Ha cBeTy, OJHaKO B YCIOBHSX
TEMHOTBI OH HE OKa3bIBA€T TAKOTO ke CHIBbHOTO 3¢ dekra, Kak Mpu KyJIbTHBHPOBAHUHU HA CBETY
(Tabmumpr 7 u 8). [lpm 3TOM amerar He SBISIETCS HEOOXOIMMBIM KOMIIOHEHTOM JUISI POCTa
KyJIbTyp peBepTanta R6-brs Ha cBery.

Knerku peBepranta okazaauch 0ojee TpeOOBATENbHbI K COCTABY MUTATEIbHON Cpellbl,

yeM KJIeTku aukoro tuma mramma 137C. B 9acTHOCTH, OHM OYE€Hb MEIJIEHHO (OPMUPYIOT
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KOJIOHMM Ha MHUHEpalIbHOU cpene (0e3 IpOXKIKEBOro IKCTPAKTA), YTO MOXKET yKas3blBaTh Ha
HapyIICHUS B MeTaboIM3Me MX KJIETOK, I KOMIEHCAIIMH KOTOPBIX TPEOYIOTCS COSAMHEHUS,

COACPpIKAIIMECA B APOKIKCBOM SKCTPAKTC.

Ta6auma 7. Poct mrammoB 137C u R6-Drs Ha nmuTaTejJbHBIX Cpeax Pa3jIMYHOr0 cOCTaBa

Ha CBeTY.
[TuraTensHas cpena
HITamm _ . _ .
TAP ac TAP ac TAP o0or. ac TAP o0or. ac
R6-brs
Jukuit Tamn
137C

Tadmuna 8. Poct mrammoB 137C u R6-brs Ha nmuTaTeIbHBIX cpeaax pa3JIMYHOIO COCTaBa B

TE€MHOTE.
[TuraTenvHas cpena
Hramm . .
TAP ac TAP o6or. ac
R6-brs
137C

OmnpeneneHue pa3MepoB KJIETOK MCCJIEAyeMbIX INTAMMOB. BpruucieHsl cpenHue
pa3mepsl kieTok mramMmmoB: 137C, brs-1 u R6-brs, kotopsie cocraBuau cootBeTcTBeHHO 201 +14
MEM®, 290 + 18 mim® m 890 + 105 mxm°. Mukpodororpaguu mTaMMOB IMPEICTABICHBI Ha
pucynke 11. O6beM KJIETOK peBepTaHTa OKa3aycs MouTu B 4.5 pasza OoJbllIe TAKOBOTO y KJIETOK
JUKOTro TUna. Bo3MOKHO, yBEIMUYEHHBIH 00BEM KJIETOK MOXKET ObITh O0YCIIOBJIEH 3aMeJIEHHOM

CKOPOCTBIO ACTICHUS.
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Pucynok 11. Mukpodororpadpuu kierok mrammoB Chlamydomonas reinhardtii: quxoro
tuna 137C (A), myranta brs-1 (b) u peBepranta R6-brs (B). HecunxpoHusupoBaHHBIE

5 +
KYJIbTYPBHI KJICTOK BBIPAIIMBAIHN B TCUECHUE TpeX AHEH Ha cpene TAP obor. ac™.
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H3mepenue cxkopocTH ejieHUusi KiaeToK. [Ipy M3MepeHnn CKOPOCTH JAEJICHHS KIETOK
UCCIIEIyeMbIX LITAMMOB OTMEYEHO, YTO JEJCHHE KIETOK PEBEpTAaHTa 3aHUMACT 3HAYUTEILHO
OoJibIlIe BpEMEHH, 4YeM TpeOyeTcs s JielieHus KieTok aukoro tuna 137C (Pucynok 12).

ManeHnbkuii pasMep KOJOHHI peBepTanta R6-brs oOycnosinena, mo-BuguMomy,
MOHMKEHHOM CKOPOCTBIO JIEIICHUS, — YCTAaHOBIIEHO, YTO BPEMsI T€HEepallly KJIETOK peBepTaHTa Ha

CBETy IIOYTH BTPOE IPEBBINIAET I10KA3aTeId, XapakTepHble [UIsl mTaMMa aukoro tuma 137C

(Tabmura 9).

0 nenp 1 n1enp 2 1eHb 3 1eHb

137C

50 um

R6-
brs

Pucynok 12. Kitetku uccieyeMbiX IITAMMOB, PACTYIIHE B KUJAKON CHHXPOHU3UPOBAHHOM
KyJbType Ha cBeTy. CHUHXPOHHU3MPOBaHHBIE KYyJIbTYphl KJIETOK BBbIpAlIMBAJIM Ha CBETYy Ha

KUAKOM muTaTenbHoi cpeae TAP obor.

Tadoauua 9. Bpems renepanum (BI') kieTok peBepTanToB*.
[ITaMM 137C R6-brs
BT (uac.) 15.6 43.3

BI' — Bpems renepanuu paccuntbiBaiu mo popmyse: 11 + 0.75 BY (Bpems yasoenus) [Harris,
1989].

CopTupoBKa KJIeTOK 1o pasMmepy. /Jlns mpoBepKH THUIMOTE3BI, COTJIACHO KOTOPOH
YBEIIMYEHHBIH pa3Mep KIETOK peBepTaHTa MOXKeT ObITh 0O0ycCJOBIeH (opMUpOBaHHEM
JUIUION/IOB, OblIa TpOBEIEHa COPTHPOBKA KJIETOK METOJOM MpOTOYHOW nuromerpuu. [lpu
copTupoBke KjaeTok gukoro tuma 137C m peBepranta R6-Drs mokasaHo, 4To MHHHMAaJbHBIC
pasMepbl KJIETOK O0OMX HITAMMOB HE Pa3iIMYaroTCs, T.€. IPH JACIECHUH KJIETOK JUKOTO THIA U
peBepTaHTa 00pasyroTcs KIETKH ojuHakoBoro pasmepa (Pucynok 13A). Ilpu 3toM KieTku

peBepranta He sBistoTca aumiounaamu (Pucynok 13B). CopTupoBka BbIsBHIIa HEOOJBILOE
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YBETUYCHUE 00JIACTH pa3Mepa KJIETOK PEeBEpTaHTa, a Takke 0oJjiee CHIBHYIO (PIIyOpEeCICHIINIO
xyopoduiuia y ero kinetok (Pucynok 13B,13I'). [loBbleHHBINH YpoBEHb aBTO(IIOOPECIIECHIIUH

00YCIIOBJICH MOBBIIICHHBIM COJIEPKaHUEM XJIOpodriuia B KieTkax R6-brs.
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Pucynok 13. /laHHble COPTHPOBKH KJIETOK B KYJbTypax mTamMMoB aukoro tuna 137C u
peBepTanTa R6-brs. (A) HamoxeHre ructorpaMm mpsiMoro CBETOPACCESHUS CYCIICH3HMI KIIETOK
mtammoB jaukoro tuma 137C u peBepranta R6-brs. (B) Hamoxenue rucrorpamMmm GOKOBOTO
CBETOpAacCesHUsl CYCNEH3Mi KIeToK mrTamMMoB mukoro tuma 137C u pesepranta R6-brs.
(B) I'ucrorpamma ayopecrieHnnn xjaopoduiia B CycreH3un kieTok R6-brs mpu peructparium
curHana  ¢uyopoxpomom  695/40  ----- PerCP-Cy5-5. (I') Hamoxenue rtHCTOTpaMM
dayopecteHIun XJIopodriia CycrneH3uid KIeToKk mrTaMMoB aukoro tuma 137C u peBepraHTa
R6-brs mpu  perucrpanum  curHama  ¢uyopoxpomom  616/23  ----- PE-CF594.

HecunxpoHusupoBaHHbIE KJIETKH BBIPAIIMBAIM B TeUeHUE TpexX AHel Ha cpeae TAP obor.
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3.2 AHa/m3 3KCIpPecCUd TeHOB, KOIAMPYHIIIUX OCHOBHbIE (epMeHTHI OmocuHTe3a XJI m

HUTOKUHUHOB B Kiaerkax C. reinhardtii

AHaJIM3 3KCNpeccMd reHOB OuocuHTe3a XJopopuiia. OneHKa YpOBHS SKCIPECCHHU
IeHOB OMOCHHTE3a XJIOPO(PHIUIA, KOAUPYIOUIMX BAa OCHOBHBIX (PEPMEHTATHUBHBIX KOMILIEKCA:
komruiekca cuate3a AJIK (GTS, HEMA, GSAl) u maruumii-xenarasnoro komruiekca (CHLIZ2,
CHLD, CHLH), a taxxe perynstopusix 6enkoB (GUN4, LTS3), B kiieTkax peBepTaHTa U JUKOTO
TUa ObUTa ocymiecTBiIcHa ¢ momoInbio Metoaa ITIIP-PB (Pucynok 14). Dkcnpeccus rena GTS,
koaupytomiero riayramMmuia-TPHK cunrerasy, y peBepraHTa B TEMHOTE HECKOJIBKO BBIIIE TAKOBOU
y nukoro tuna. IIpu ocBemiennn B TedeHue 2 U 4 4acoB SKCIPECCHS 3TOTO I'eHa CTAHOBUTCA B
3.9 u 5.3 pa3a Bblllle, 4YEM y JIUKOTO THUIA, COOTBETCTBEHHO. [Ipu IIUTENHHOM OCBEIIEHUH T'€H
GTS skcnpeccupyeTcst Ha ypOBHE, CXOJMM € TAKOBBIM ISl AUKOI'O THIIA.

I'en HEMA, xonmupyromuii rinyramui-tTPHK penykrtady, B TeMHOTEe y peBepTaHTa
sKcTipeccupyercst B 2.5 pasza cinabee, yeM y aukoro tumna. OmaHako AByXdacoBash HHIYKITUS
CBETOM TIOBBIIIAET YPOBEHb HKCIPECCHH STOTO Te€Ha 10 3HaYeHHs, B 12 pa3 MpeBHIAIONIETO
TaKOBOW y jnukoro tuma. Ilpum ueTbipexuyacoBoM OOJy4EeHHH YPOBEHb 3KCIPECCHUM MaJaeT U
coctapiisgeT uub 10% oT JaHHOrO MokKaszarens y AMKOro tumna. [Ipu anuTenbHOM OCBEIIEHUU
red HEMA skcnipeccupyercs Ha ypoBHE, CXOJUM C TAaKOBBIM JUJISl IMKOTO TUIIA.

VY pesepranTa rena GSAL, xoaupyromuil riryramar-1-ceMuanbaeru aMmuHOTpanchepasy,
B TeMHOTe B 1.5 mpeBbllIaeT aHaJIOrMYHBIN MOKa3zaTenb A aukoro tuma. Ilpu 2 u 4 yacax
CBETOBOM MHIYKLIMU SKCIPECCHsl 3TOro IpPEeBBIIIAET TaKoBYyl y aukoro B 2.3 u 1.9 pazsa,
cooTBeTcTBeHHO. OTHAKO MPH UIMTENILHOM ocBenieHnn dkcnpeccus reHa GSAL cocrasnser 30%
OT TIOKa3aTeJysl Ul JUKOTO THIIA.

I'en CHLI2, kogupyromuii | cyObenuHuIly Maruuii-xenarasbl, y peBepTaHTa B TEMHOTE
HKCHPECCUpPYETCsl B 2 pa3za CHJIbHEe, YeM y JUKOro Tuma. J[ByxuyacoBas MHAYKIHMS BbI3bIBAET
pe3Koe U MHOTOKpPATHOE YCHJICHHE HKCIPECcCHu 3Toro reHa (B 34.5 pasza cuiibHEe, 4eM y JUKOTO
tuna). [Ipu gersipexyacoBort maayknuu reH CHLI2 skcnpeccupyercst B 3.6 pasa cuiibHee 10
CPaBHEHMIO C JUKHUM THUMOM. IIpu ATUTETHHOM OCBELIEHUM SKCIPECCHS ATOr0 I'eHa MOoYTH B 4
pasa cialee, 4eM y JUKOTO TUIA.

Okcnpeccus rena CHLD, komupyromero D cyObequHUIly MarHuii-xejiaTtasbl, B TeMHOTE
U IIpU JABYXYaCOBOW WMHAYKIIMM y peBepraHTa B 1.7 Beimie, yem y naumkoro tuma. Ilocme
YEThIPEXYacoOBOW MHIYKIIMM CBETOM DJKCIIPECCHs JTOr0 TeHa CHWXKAeTCsl JO0 YpOBHS,
XapakTepHoro Juist nukoro tumna. [Ipu nocrosnnom ocsemennu red CHLD skenpeccupyercs 1.6

paza cinabee, 4eM y IUKOTO THIIA.
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I'en CHLH, xogupytomuii H cyObennaniia Marauii-xeaaTasbl, B TEMHOTE Y peBepTaHTa
HKCIPECCUPYETCs B JIBa pa3a CHIbHEE, YeM y TUKOTro Tuma. [Ipu ocBemeHn cBeToM B TeUeHue 2
U 4 dYacoB y peBepTaHTa 3KCIpeccusi STOro reHa ysenuuuBaercs B 1.7 m 1.4 pasa,
coorBercTBeHHO. [Ipn mmurensHOoM ocBemennn red CHLH skcnpeccupyercs moutu B 8 pas
CHIIbHEE, YeM y JTHUKOTO THIIA.

Okcmnpeccust reHa GUN4, koaupyromero peryisTOpHBIA TeTPanuppoI-CBA3BIBAIOIINN
0eIoK, y peBepTaHTa B TEMHOTE B 3.6 pa3 Oojbllie, 4YeM JaHHAs BEeJIUYMHA y AuKoro tumna. [Ipu
JIByX4acOBOM MHIYKIIMM CBETOM 3TOT I'€H 3Kcrpeccupyercs B 1.8 pa3 cuibHee, 4eM y JUKOTro
tuna. OJHAKO TpPHU YETHIPEXYaCOBOW HMHIYKIIMA CBETOM, M TaKXe MPU TMPOJOJHKUTEIBHOM
ocgeniennu, skcnpeccust reHa GUN4 cocrasisier numb 50% OT BENTWYMHBI, XapaKTEpHOH st
JMKOTO THIIA.

I'en LTS3, xoaupyromuii (GakTop TPAHCKPHUIMILIHMH, AKTUBATOP TEMHOBOW AKCIPECCUU
TeHOB OMOCHHTE3a XJIOpOQHIUIA, Y peBEpTaHTa B TEMHOTE dKcIpeccupyercs B 1.8 pa3 cuibHee,
4yeM y aukoro Tuma. [Ipu AByX- M YeTHIPEX4acoBOM CBETOBOM MHIYKIIMH JKCIIPECCHs IeHa He
ObUTa OTMEYEHA HU y PEBEPTaHTa, HU y AUKOTO THMA. [Ipu MpoaoHKUTENIEHOM OCBEUICHUN TE€H
LTS3 skcnpeccupyetcs B 2 pasza cnabee, 4eM y AUKOTO TUIA.

IMouck B renome Chlamydomonas reinhardtii mocjienoBarenbHoOCTEl, CBA3aHHBIX C
CHHTE30M IUTOKWHHHOB. B coorBercTBUM ¢ nuTeparypHbiMu jaaHHbivu [Lu et al., 2014], a
TaK)Ke TOWCKA, MPOBEICHHOTO C HCIOJIb30BaHMEM 0a3 naHHbIX, B reHome Chlamydomonas
reinhardtii 6pUTH HaliZeHBI OCIIEAOBATEIBHOCTH, HAaHOOJICE MOX0XKHUE Ha MOCICI0BATEIbHOCTH
(GepmenToB cuHTe3a nUTOKMHUHOB y Arabidopsis thaliana (Tabxuma 10).

OTH  TMOCIEAOBAaTENFHOCTH OBUTM  HCIIONB30BAHBI  JUISI  TU3aiiHa MpaiMepoB |
MOCJIEYIOMIETO X MCIOIB30BAHUS IPU N3YUYEHUH SKCIPECCUU TEHOB OMOCHHTE3a IIUTOKWHIHOB

B KJICTKax XJIaMUJOMOHAaIEbI.
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B GTS MHEMA WGSA1 MCHLIZ WCHLD WmCHLH W GUN4 ®LTS3

Pucynok 14. Anaau3 oTrHocuTesibHOI 3kcnpeccun renoB GTS, HEMA, GSA1l, CHLIZ2,
CHLD, CHLH, GUN4, LTS3 y mramma Chlamydomonas reinhardtii R6-brs mo cpaBnenunio
¢ JUKUM THNOM. 3HaueHHWe | MO OCH OpJWHAT COOTBETCTBYET YPOBHIO IKCIIPECCHH JTUKOTO

THIIA.
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Ta6auna 10. I'enbl, kogupyomue pepMeHTHI CHHTe3a UTOKHHIUHOB Yy Arabidopsis thaliana

u Chlamydomonas reinhardtii.

neaTuunocts
Arabidopsis thaliana Chlamydomonas reinhardtii AMHHOKHCIIOTHBIX
MOCIEN0BATEIbHOCTEN
TRI1 — TPHK
ATIPT9 -
TUMETUIAITAATpancepasza/ 44 %
N3onentenmirpanchepasa 9

TPHK npenuntpancdepasa
ATAPT1 — aneuunn APT — Aneun 62 %

dochopudozuntpanchepasa 1 bochopubdozuntpanchepasza
ADK?2 — afgeHo3uH kuHasza 2 ADK — Aneno3uH krHasza 58 %

LOG3 — LlurokuHuH prubo3u 5 -
docdarpocdopis LOG — benok LOG 51 ot
moHopochaThochopudoruapoaza 0
cemeiictBa YJLOS55W
(LOG)

AHaJIN3 IKCNpPecCHd IeHOB OHOCHHTe3a HUTOKMHUHOB. OIEHKA YPOBHS IKCIPECCHU
TeHOB OMOCHHTE3a IIUTOKUHUHOB B KJIETKAX PEBEPTAaHTA M JUKOTO THIA OblIa OCYIIECTBICHA C
nomonipto Merona IILP-PB (Pucynok 15). Ilpu aHann3e 3KCHOPECCHH MPEINOJIOKUTEIbHBIX
reHoB OuocuHTe3a nutokuHuHOB y Chlamydomonas reinhardtii ycranosieno, 4to skcnpeccus
reda TRI1 B TemMHoTe 2 nBa pa3a HMXKe, yeM y aukoro tuma. llpu nByxudacoBoil cBETOBOM
WHIYKITMH SKCIIPECCHS STOTO I'eHa MOYTH B 2 pa3a MPEBBIIIAET TAKOBYIO Y AUKOTO TUIA, OJHAKO
JUTUTETIbHOE OCBEIIEHUE CHIILHO CHIDKAET dKcmpeccuto rena TRIL.

Okcnpeccus reHa APT B TeMHOTe y peBepTaHTa mouTH B 10 pa3 MeHbIIEe YeM Yy TUKOTO
TUTA, OJHAKO TpPH JIBYXYacOBOW OCBEIIEHHH YPOBEHBb OSKCIPECCHH AITOTO TE€HAa CTAHOBUTCS
PaBHBIM IOKA3aTeIIO JUIsl AMKOTO TUMA. J[JUTEIhbHOE OCBEUICHHE MOHMKAET SKCIPECCHUIO TeHa
APT.

Okcnpeccus rena ADK B TemHOTe y peBepTaHTa B 1.5 pa3a Bbllle, 4eM Y AMKOIO THIIA.
[Tpr MHAYKIME CBETOM DKCIPECCHS ATOTO Te€Ha IOCTETIEHHO CHIDKAETCS, AOCTHTash MHHUMYM
IIPY TIOCTOSIHHOM OCBEIICHWH, KOTJla YPOBEHb €r0 TPAHCKPHIIIMU COCTABISET JHIIb 25 % OT
JIMKOTO THIIA.

Hcnonb3oBanue mnpaiimepoB k reH LOG He nano OJHO3HAYHBIX pPE3yNbTATOB, YTO,

BO3MOJKHO, BBI3BaHO HEYIAYHO MOI00paHHBIMU TTpaiiMepamH.
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3,00
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OTHOCUTEeNnbHas IKCnpeccua

0,50

TemHoTa 2 Yaca cBeTa 4 yaca cBeTa Ceet
mT7RI1 mAPT mADK
Pucynok 15.Ananu3 skcnpeccun resos [TRI1, APT, ADK y mramma Chlamydomonas
reinhardtii R6-brs mo cpaBHeHHMI0 ¢ JMKMM THHOM. 3HaueHue | 1O OCH OpAMHAT

COOTBETCTBYET YPOBHIO SKCIIPECCUHN AUKOI'O TUIIA.

3.3 ITouck cynpeccopHoii MyTanum B reHoMe peBepranta R6-brs

CexBenupoBanue resa CHLH. B pabore MeTonom cekBeHnpoBanus no Canarepy Obun
POYMTaHbl MOCJIEI0BaTENbHOCTH psaa (parmenToB rena CHLH, ammimduuupoBaHHBIX Ha
marpuiie JIHK, BbigeneHHo# ux KiIeTok peBepranta R6-brs, mepekpeiBatommx 65 %
MIOCJIEIOBATENBHOCTH 3TOro reHa. CpaBHEHHE MOCIIEA0BATENbHOCTEH 3TUX (parMeHToB ¢ 6a3oit
naHHoU Phytozome He BBIBUIIO OTIMYHIA OT pe(hepeHCHOTO TEHOMOM.

IMoiHOreHOMHOe CeKBEHWPOBaHHE TeHOMOB peBepraHTa RG6-Drs m mcxomHoro
myTaHTa brs-1. OcyiecTBIeHO MOTHOTCHOMHOE CEKBEHUPOBAaHHE T'eHOMOB peBepTraHTa R6-brs
U HCXOAHOTO MyTaHTa brs-1, m mpoBemeHa OmoMH(pOpMaTHUecKas 0O0pabOTKa IMOTyYEHHBIX

JaHHBIX. B HaACTOAIICC BPEMS OCYHICCTBIIACTCA o6pa60TKa JAaHHBIX U BbIpaBHHBaHUA TCHOMOB
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OBCYXJIEHHUE

Y pesepranta RG6-brs mom neiictBueM cympeccopHOW MyTalid BOCCTAHOBUIIACH
CHOCOOHOCTh CUHTE3UPOBATh XJIOPO(MUILI, HO MOP(OIOTHYECKH KIETKU peBEpTaHTa OTJINYAIOTCSA
oT KJIeTOK mTamma nukoro tuma 137C. Ha cpene KiIeTku peBepTaHTa o0pa3yloT MENKHe, T0JITr0
pactyme kojoHuu (Tabmuma 7), 9To MOXeT OBITh CBSI3aHO C HapyUICHUSAMH JHOO B
METa0OJIMUECKUX MYTAX, JUOO B KJIETOUYHOM IMKJIE. YUHUTHIBasi TOT ()aKT, YTO HA CBETY POCT
KoJIoHHH R6-Drs MOXXHO yCKOPHUTH JOOABICHHEM B MIUTATEIBHYIO CPEAY JPOIOKEBOTO IKCTPAKTA,
IPEICTaBISETCS BO3MOXKHBIM, YTO KJIETKaM peBepTaHTa TPEeOYIOTCS KaKue-TO JOMOJIHUTENIbHbIE
KOMIIOHEHTBI JIIsl BOCIIOJNHEHMSI HEAOCTaTKa COOCTBEHHBIX, BBI3BAHHOTO HapyLIICHHEM
metabonu3ma. Panee ObLTO MOKa3aHO, YTO B KJIETKAaX PEBEPTAHTA MOBBIIICHBl YPOBHH CHHTE3a 5-
aMHMHOJIEBYJIMHOBOH KHUCIOTHI, Xiopodmuia u rema (Tabmuna 1). [To-BugumomMy, 3T0 NPUBOJIUT
K AepUuuuTy IpYrux COeIMHEHHMH, KOTOphIe KJIETKAa PeBEpPTaHTa CIIOCOOHA YCTPAaHUTh JIMIIb C
MOMOIIIBI0 9K30T€HHBIX IUTATEIFHBIX KOMIIOHEHTOB, a HMEHHO, JPOXOKEBOTO 3KCTPAKTa,
nobasiieHHOTO B cpeny. CTOUT, OHAKO, OTMETHTh, YTO B TEMHOBOM KYJIbType HE HaOIromaeTcs
3HAYUTENIBHOM pa3HUIBl B XapaKTepe pocTa KOJOHUM KJIETOK peBepTaHTa B 3aBHCUMOCTU OT
cocTaBa muTaTeNnbHOM cpesbl (Tabnuma §).

Kietku qukoro Tuma u ucxoaHoro OecxynopoduibHoro Myranra brs-1 mouru paBHbI 1O
00beMy, OJJHaKO 00BeMbl KJIEeTOK InTamma R6-brs moutu B 4.5 pasza Gosbme (Pucynok 11).
VBenuueHue pasMmepa KIETOK peBepTaHTa MOXET ObITh CBsSI3aHO JIMOO C HapylleHHEeM
KJIETOYHOT0 LMKJa (yBETMUYEHUEM BPEMEHHU YIBOEHUS), TU0O0 ¢ AUMIOUAM3ALMEH TUX KIIETOK.
[Mo-BuauMoMy, KpyIHBIA pa3Mep kieTok R6-brs smisercs pesynbrarom He ObICTPOro pocTta, a
MENJICHHOTO JIeJICHUSs], TIOTOMY OBIJIO YCTAHOBJIICHO, YTO JIEJIEHUE KJIIETOK PEBEpTaHTa 3aHUMAeT
noyty B 3 pasza Oonbliie BpeMeHH, 4eM TpeOyercs kierkam jaukoro Tuma (Tabauma 9). Ilo
JaHHBIM TPOTOYHOM IIMTOMETPUH, KPYIHBIA pa3mep kieTok R6-brs e ceszan ¢ gummonmeit
(Pucynok 13).

Eme onHo#, Oonee «IK30TUYECKOIY, MPUUINHONW 3aMEJICHHOTO POCTa KYJIbTYPHl KIETOK
peBepTaHTa MOXKET SBJIATHCS HAKOIUICHHS OOJBIIMX KOJUYECTB HHJIOTE€HHBIX LHUTOKHMHHUHOB.
OcHOBBIBasACh Ha TUNOTe3e 00 yyacTuu MpojaykToB paciueruieHuss AJIK B cuHTe3e 3HIOTeHHBIX
UTOKMHUHOB [SIpoHckast u ap., 2004], a Taxke yduThiBas TOT (akT, 4To B KieTkax R6-brs
obpasyercss B HeckoJibko pa3 Ooisbmie AJIK, dem B KJI€TKax JUKOTO THIA, MPEATNOI0XKEHHE O
BO3MOYKHOCTH BJIMSHUSI IUTOKMHUHOB HAa CKOPOCTh POCTa KJIETOK PEBEpPTaHTa IMpe/CTaBIsAETCS
pasymHbiM. HeoOxomumo ormeruth, 4uto B reHome Chlamydomonas reinhardtii naiinens
MIOCJIEIOBATEILHOCTH, CXOIHbIE ¢ mocienoBaTeabHocTsamu Arabidopsis thaliana, komupyrommmu

depmenTsl cunTe3a nuTokuHUHOB (Tabmuma 10). B To e Bpems, y C. reinhardtii He 6bu10
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Hal{/IeHO KOMIIOHEHTOB, KOTOpPbIE MOIJIN OBl y4acTBOBaTh B JIerpalaliii IUTOKMHUHOB (PucyHok
8). Takum oOpa3zom, B KieTKax peBepranta RG6-Drs cunTesmpyemas B OONBIIMX KOJIUYECTBAX
AJIK MOXeT 4aCTUYHO OBITh MCIOJIb30BaHA HA CHHTE3 SHAOT€HHBIX [IMTOKUHIUHOB, H30BITOYHbIC
KOJINYECTBA KOTOPBIX HE MOTYT OBITh JerpajiaupoBaHbl, YTO BJIEUYET 3a COOOH 3aMmelJieHue
KJIETOYHOT'O JICJICHUSL.

VBEIIMYEHHOE  KOJMYECTBO JSHAOTEHHBIX I[IMTOKMHMHOB MOXET TNPUBOIUTH K
MOBBIIIEHHOMY COJEPXaHHUIO XJIOpouiuia B KIETKAaX PEBEpTaHTa. DTO CBS3aHO C TEM, YTO
LIUTOKUHUHBI M CBeT  aKTUBUPYKT TpaHckpunuuto reHa POR,  konupyromero
IPOTOXJIOPOPUIIIUA-OKCUIOPEAYKTa3y, KOTOpasi WIrpaeT KIYEBYHD pOJb B CHHTE3€
xsiopoduiuta [Brenner et al., 2012].

[lo-BunumMomy, yBenumueHHoe koamuecTBo AJIK, cuHTe3upyemoe Ha CBETy B KIETKax
peBepTanTa R6-Drs, sBisiercst pe3ynpTaToM HapyLICHUs PErYISIUU HE Ha TPAHCKPUIILIUOHHOM, a
Ha MOCTTPAHCISIIMOHHOM YpoBHE. Pe3ynbTaThl M3ydyeHHs SKCIIPECCUU CBUIETEIbCTBYIOT, YTO B
YCIIOBHSAX TIOCTOSIHHOTO OCBEIICHHsI B KJeTkax peBepranta reHsl AJIK-cuHTE3mpyromero
komriekca GTS, m HEMA skcripeccupyercst Ha ypoBHE, CXOIHBIM C TAKOBBIM y JIMKOTO THIIA, a
red GSAL skcripeccupyetes B 3 pasa cinabee, ueM y mramma qukoro tuna (Pucynok 14).

C npyroii ctoponsl, yBenuueHHas skcnpeccust rena CHLH y peBepranTa Ha cBeTy MOXeT
SABJISITBCS. TMPUYMHOW HAKOIUIEHUs Oouyibmnx KonmuectB Mg-miporonoppupuna X, a Ttakxke
NPUBOJNTh K YCHJICHHIO CHHTE3a Xxjopodwmmia. B Hopme wu30biTouHble KonmyectBa MQ-
nporonioppupuna |X cesaszpiBaer Oemok GUN4 u wunrubupyer pabory riyramui-TPHK-
peAyKTa3bl, TeM CaMbIM CHIKasi ypoBeHb cuHTe3a AJIK. V peBepranta R6-brs maGmiomaercs
ycwnenHblid cuaTe3 AJIK Ha cBeTy, HecMoTpsi Ha Oosbinue KonudectBa Mg-miporonopdupuna
IX, 9TO0 MOKHO OOBSICHUTH OCIIa0IeHHOM 3kcrpeccueit reHa GUNA4.

I'en LTS3, kogupyrouuii TpaHCKPUILIIMOHHBIA (haKTO, aKTUBATOP TEMHOBOW AKCIPECCUU
reHOB OMOCHHTEe3a XJIOpodHiia, B TEMHOTE B KleTKax peBepranta R6-Dbrs sxcmpeccupyercs Ha
ypoBHE, comoctaBuMoM ¢ dkcrpeccuert reHoB GTS, GSAL, CHLI2, CHLD u CHLH B stux xe
YCIIOBHSAX. DTO CBHJETEIHCTBYET O CKOOPAMHHPOBAHHOCTH B TEMHOTE TPAHCKPHUIIIHUS TEHOB,
Koaupyromuii koMrnoHeHTsl AJIK-cuHTe3upytomero u Maruuii-xenarassl, Takas coriacoBaHHas
OKCHpPECCHss TpPU OTCYTCTBUU OCBEIIEHHS MOXET ObIThb pe3ylbTaToM Oojiee aKTUBHOM
skcnpeccnn reHa GUN4, GenkoBbIi MPOIYKT KOTOPOTO peryiupyeT kak ¢gopmupoBanus AJIK,
Tak ¥ o0pa3oBaHue XJopoduia.

CBeToBas MHIYKIMS BHOCUT pasiiaj] B MPOLECCH TPAHCKPUIIIMK HCCIETyeMbIX TeHOB. B
nepBbIe J[BAa Yaca OCBELICHUsS MHOTOKpaTHOe Bo3pacTanue skcrpeccuu renoB HEMA u CHLI2
MOYET OBITh CBSI3aHO KaK ¢ HEOOXOIUMOCTBIO pe3koro HakoruieHuss MPHK stux mis amanranum

K MCHAIOMIUMCA YCIOBHAM OCBCIICHHOCTH, TaK H C HAPYHICHUCM BOCIHPHUATUC KJIETKOH
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peBepTanTa cBeToBoro curHana. Ceepxakcmnpeccuss reHa CHLIZ2 3acmykuBaer ocoboro
BHUMAaHMUS, MTOCKOJIBbKY (PYHKIMS OEIKOBOTO MPOAYKTA ATOr0 T'e€Ha HEAOCTaTOuHO u3ydeHa. Eciu
CHLI1 ¢ynkumonupyer B Marauii-xenataznom ¢pepmMeHTHOM Komiuiekce, To CHLI2 Beimonusier
ckopee perymsropuyo ¢yuknuto [Grovenstein et al., 2013; Brzezowski et al., 2016]. ITo
nocienuuM AaHHbIM, CHLI2 dochopunupyer cyobenuauily D maramii-xenaTtasbl, TEM CaMbIM
CTUMYJIMPYSl aKTHBHOCTh BCETO MarHuii-xenarazHoro komruiekca [Sawicki et al., 2017]. Dro
MOXET OOBSCHATH IOBBIIICHHOE KOJHYECTBO XJopouiuia B KIETKax peBEepTaHTa IpHU
HeOonpmoi 3xcnpeccuu rena CHLD. Tlocie 4eThipex 4acoB OCBEIICHHS YKCIPECCHS MHOTHUX
F€HOB HAaYMHAET YMEHbIIATHCS.

B kierkax peBepTraHTa, BBIPAIICHHBIX HA CBETY, 3KCIIPECCUSI U3Yy4aeMbIX T€HOB CHIDKEHA
110 CPAaBHEHUIO C TUKUM THIIOM. OcnalieHHast TpPaHCKPUIIHS MOXKET OBITh CBS3aHa C OONbIINMHU
konumdyectBamMu Mg-tiporonopdupuna IX (Tabmuma 1), urparomum poss B Iepeaade CUrHalIa U3
XJIOpOIUIAacTa B PO, KOTOPBIN, HAKAIUIMBAsICh, MOXKET F€HEPUPOBATH MOTEHIIMATEHO TOKCUYHBIN
CHHIJIETHBIA KHCJIOPOJA TPH OCBEIIEHWH. BO3MOXXHO, HAKOIUIEHHE TaKOro HWHTEpMeauara
CO3JIaeT CTPECCOBYIO CHTYAIIUIO BHYTPH KIIETKH, IPU KOTOPOI CHUKACTCS TPAHCKPHUIIIIHS.

DKcnpeccusi TeHOB, KOAUPYIOUIMX (EPMEHTHI, MPEANOI0KUTEIBHO YYacTBYIOIIUE B
CHHTE3¢ IIMTOKWHHHOB, B KJIETKax peBepranta R6-brs momsepikena cBeroBoii perymsuuu. Tak,
rersl TRI1 u APT skcnpeccupyercs: B mepeHoce TEMHOBOM KYJIbTYphl Ha CBET CHJIbHEE, OJIHAKO
IpU IMOCTOSHHOW ocBeweHuu TpaHckpunuusg [RI1 pesko cHuxena, B To Bpems kak APT
TpaHCKpUOUpPYETCsl aKTUBHEE, YeM B TeMHOTe. [[pyroil reH, mpoayKT KOTOpPOTO, BO3MOXHO,
y4acTBYyeT B CHHTe3€e UMTOKMHUHOB, ADK, akTuBHEe Bcero skcrpeccupyeTcst B TEMHOTE, a MpH
NepeHoce Ha CBET €ro JKCIpeccHs IMOCTeneHHO ociabeBaeT. [logoOHas cBeToBas penpeccus
skcrpeccur reHoB TRI1 u ADK moxeT ObITh CBsI3aHa, BO-IIEPBbBIX, KaK YK€ YIIOMUHAJIOCH BBILIE,
¢ Oonpmumu kosnmdectBamMu Mg-nipotonopdupuna IX, a Bo-BTOpBIX, C TeM, YTO B KJIETKax
peBepTaHTa CHHTE3UPYETCsl M30BITOYHOE KOJIMYECTBO SHIOTCHHBIX IMTOKMHMHOB U3 AJIK,
MIOSTOMY HET HEOOXOIUMOCTH TPaHCKPHOMPOBATH TEHBI, MPOJYKTHI KOTOPHIX YYacTBYIOT B
CHHTe3¢e 3THX (puToropmonos de NoOvo.

IToucku cympeccopHoil MyTallMM B reHoMme peBepraHTa R6-brs mpoBogsTcs metomamu
cekBeHHpoBaHusA. K cokaneHuto, 3Ta paboTa elie He 3aBeplleHa, M TMOKa HeT BO3MOXHOCTU
JIeNaTh BBIBOJI O TEHETHYECKOW MTPUPOJIE ITOW MyTalUH.

Takum o00pa3omM, MOXHO CcKa3aTh, YTO B pE3yJlbTaTe CYMPECCOPHOW MYyTaluu Yy
peBepTanTta R6-brs BoccTaHoBmiICS OHMOCHHTE3 XJIOpOQHIUIA, OAHAKO NMPH ATOM HaApPYIIWIACh
CJIOJKHASI PETYJISIIMS MHOTOCTYIIEHYAaTOro Ipoliecca CUHTE3a TETPAlMppoIOB, UYTO NPHUBEIO K
Cephe3HBIM M3MEHEHHMSM Ha (DEHOTHITMYECKOM YpPOBHE, 3aTParvBaOIINM IIPOIECCHI JIEICHUS

KJICTOK.
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3AKVIIOYEHUE

['eHeTHUECKYIO JETEPMUHALUIO MEXaHU3MOB OMOCHHTE3a XJIOPO(UILIOB U €r0 Peryisiiun
CBETOM Y MOJICIIBHOTO 00BbeKTa reHeTHKH (hoTocuHTe3a — Bogopociu C. reinhardtii uzyyanu na
mozaenu mytanTtoB 1o reny CHLH, komupyromemy Gonsmyro (H) cyObenuHuily KiIro4eBOTO
depmeHTa OMocHHTE3a XJopoduiia, MarHuii-xenarasel. [IpeaMeT uccinenoBaHuil — 3eNeHBIH B
TEMHOTE U Ha CBETYy peBepTaHT R6-brs, momydeHHblld B pesynbrate Y D-myTrareHe3a KIETOK
OpaHKEBOTO0 CBETOYYBCTBHTEIBHOrO MyraHta brs-1 mo remy CHLH. ¥V pesepranra R6-brs
BOCCTAaHOBJICHHE OMOCHHTE3a Xyopodmuia Ha GpoHe MyTanuu OecxIopoPuIbHOCTH brs-1 B TeHe
CHLH, nmpou3zonuio B pe3yapTare SACpHON JOMHUHAHTHON CYPECCOPHON MyTallUu.

B xome paborhl ObUTH HU3ydeHBI MOPQOJOrHUECKHE OCOOCHHOCTH InTamma R6-Drs.
Y CTaHOBIIEHO, YTO KIIETKU peBepTaHTa (GOPMUPYIOT MEIKHE KOJOHUU. J[JIs1 HOPMAIbHOTO pocTa
KJIETOK pEeBEepTaHTa B MUTATENBHYIO Cpely HEOOXOAMMO A00aBIATH APOXIKEBOM HSKCTPAKT.
OOBeMBbl KJIIETOK PEeBEPTAHTA MOUTH B 4.5 pa3a MpEBBIIIACT TAKOBOW y IUKOTO THUIA U BpeMs MX
yIBOEHUsl BTpoe Oojblle mokazarened mramma jaukoro tuma 137C. MeTtogoM mnpoTOYHOM
[IUTOMETPHUH MOATBEPKACHO, YTO KIETKU PeBEpTaHTa HE ABISAIOTCA quIuionaaMu. [lo-suaumomy,
KPYIHBIA pa3smep KiIeTok R6-Drs oOycioBieH Npoao/DKUTEIbHBIM BpPEeMEHEM HX pocTa 0e3
JICTICHHSL.

[Tpu m3yueHnn mramMma peBepraHTa R6-brs ObuT mpoBeneH aHanM3 SKCIPECCHH TE€HOB
OnocuHTe3a XJopoduiia, KOTOPBII MOKa3all, YTO B YCIOBUSX TEMHOTHI TPAHCKPUIILIUS MHOTHUX
UCCIICIOBAaHHBIX HAMU TEHOB MJET CKOOPJIMHHPOBAHO Ha oOJHOM YypoBHe. Ilpu cBeroBoit
WHIYKIIMH B KJIETKaX pPeBEpPTaHTa HAOIIOJAIOCh MHOTOKPAaTHOE YBEIMYCHHE HKCIPECCHH TeHOB
HEMA u CHLI2. B ycioBusix mocTossHHOTO ocBemieHus dkcrpeccusi renoB GTS u HEMA y
mramma R6-brs cooTBercTBOBana ypoBHI0 nukoro tumna. Tpanckpumius rena CHLH Obuta B
HECKOJIBKO Pa3 BhINIE, YEM Yy JUKOIO TUMA. Y OCTaJbHBIX HCCIEIOBAaHHBIX T'€HOB OMOCHHTE3a
XJIOpPO(HILIA IKCIPECCHS HA CBETY I0JIaBJICHA.

B pabote ObutM macHTHGUIMPOBAHBI MocieaoBaTeabHocTH B reHome C. reinhardtii,
KoAupyromue (GepMeHThI, MPEANOoI0KHUTEIbHO YYacTBYIOUIME B CHHTE3€ IMTOKMHMHOB. Ha
OCHOBAaHMU JTHUX TIOCJIEOBAaTENbHOCTEH OBUIM CO37aHbl MpailMepsl, C MOMOUIbI0 KOTOPBIX
MIPOBEJIM aHAIM3 SKCIPECCUH 3TUX T'€HOB. Y CTAaHOBIJIEHO, YTO TpaHCcKpunius reHoB TRI1 u APT
ycunuBaeTcsi cBetoM. Okcmnpeccuss reHa ADK y peBepraHTa MakcuMmaibHa B TEMHOTE U
ocia0eBaeT Ha CBETY. B ycJOBHSAX MOCTOSIHHOTO OCBEIICHHUS B KieTkax R6-brs Bce Tpu reHsl
HKCHPECCUPYIOTCS cllabee, YeM Y IMKOTo THUIIA.

[IpyurHO#l (peHOTUNUYECKMX OCOOEHHOCTEH peBepTaHTa MOXKET ObITh H30BITOYHOE

COACPIKAHUE B €0 KIICTKAX S3HAOTCHHBIX IUTOKWHUHOB. Ananmmz OKCIIPECCHUHN I'€CHOB OouocuHTE3a
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[IUTOKWHWHOB IIOKa3aJl, YTO HA CBETYy B KJIETKaX PEBEPTaHTa MX JKCIPECCHU CHIIKEHA, I10-
BUIUMOMY, 3a CUCT I/IHFPI6I/Ip0BaHI/ISI OHAOI'CHHBIMH NUTOKMHHWHAMMH.

Takum o0Opa3oM, B pe3yibTare CYNpPECCOpPHON MyTauuu y peBepraHTa R6-brs Obut
BOCCTAHOBJICH OHOCHHTE3 XJIOPOGHIUIA, MPU OSTOM HAPYIIMIACH CIIOXKHAS — PEryJsiius
MHOTOCTYIIEHYATOr0 CHHTE3a TETPAIUpPPOJIOB, YTO IMPHUBEIO K CEPhE3HBIM HM3MEHEHHSIM Ha

(eHOTUIHYECKOM YPOBHE, 3aTParuBaroIUM IPOILECCH AETICHUS KIETOK.
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