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FEHETUYECKWNN KOHTPOJIb METABOJIU3MA
XJiIoPO®UIJIOB

Cnucok nHecmano0apmmoix COKPAUeHULL:

BXJI — GakTepuoxaopopuIb;

MX — wmarnufi-nporonopgupun IX-xenarasa;
Mg-T1IT — maruuii-npotonopcuput IX;
Mg-TTTIMS — MoHOMeTHJIOBBIH 3(h1p MarHui-npotonoppupuna IX;
OPC — oTkpbITasi paMKa CUHTbIBAHMUS;

[IBK — nurmMeHT-6e1KOBble KOMIJIEKCHI;

[1bK2 — T1IBK ¢orocucremst II;

[1IT — nporonopdupun IX;

[T — npoToxJI0pOdhHIIHIL;

c[TOP — cBerosaBucumas [1n-okcunopenykrasa;
T[IOP — cBertonesaBucumas [1-okcunopenykrasa;
OI'K — otocunTeTHUECKHIT TeHHBIH KacTep;

XJ1 — xnopousuiug;

XJ1 — xyopoubl.

XJIOPO®UJITIBI

B ocHoBe cTpoeHHst OCHOBHBIX MUIMEHTOB (hOTOCHHTE3a — XJM0PohH/IoB (XJI)
JIBe cocTapasiiolye: Mg-noppuprUHOBBIN CKEJET ¢ PA3HUHBIMU 3aMECTHTEIAMU
M «XBOCT» — JHUTEPIIEHOBHIN CMUPT PUTOJ, MPUAAIOIIHI MOJEKYJ/Ie CTOCOGHOCTD
BCTPAMBATHCS B JIMMUAHBIN c10f GHOMOrHuecknx MeM6pan (puc. 1). M3 dorocnn-
TE3UPYIOLIUX OPraHu3aMoB BhieseHo Gosiee 50 dopm XJI. HeGoubiine paznuuus
B XHMHUECKOM CTPOE€HHH MPUBOJSAT K CYLIECTBEHHBIM U3MEHEHHSIM B CIIEKTPaJIb-
HBIX CBOHCTBAX THX MUTMEHTOB, MO3BOJISIS PACLIKPUTH IHANA30H CBETOBOTO H3JTy-
UeHHs1, UCnoJsibayeMoro npu gotocuutese (tadu. 1). XJla u XJIb — 3T0 MUrMeHTbI
pacTeHnH M 3esieHbIX Bojlopocel. ¥ 6ypbIX H IHATOMOBBIX BOJOPOCJEH, a TaKxkKe
auHodnarennsat, BMecro XJIb dynximonnpyer XJle, a y 6arpsiHok 0 HEKOTOPBIX
unanobakrepuit — XJId. XJIf, HeraBHO 0GHAPYKEHHbIH B CTPOMATOJIUTAX (MCKO-
MaeMbIX OCTaTKax LHaHOOaKTepHit), crocoGeH Moraomars HHdpaxkpacHoe H3Jy-
uenue 710 720 um (Chen et al., 2010).

DybaKTepuHu, OCYLIECTBSIONME OECKHCIOPOAHBIH (DOTOCHHTE3 (TyprypHEIe
¥ 3esieHble GaKTepuH, reJuobaKkTepun), cofepxkatr ocobsle popmbl XJI — 6Hak-
tepuoxsopocpusl (BXJ1). Mnentuduimposano 6 ocnosubix Bugos bXJI: a, b,
¢, d, e n g. Hannune bXJla nosBossier GakrepusiM MorJiolate CBET ¢ JAJTHHOM
BoJibl 10 890 1M, a BXJIb ciBUraeT MaKCUMyM MOTJIOLIEHHST B JIMHHOBOJIHOBYIO
o6nactb uHppakpacHoro uasnydenus (tads. 1). OCHOBHbIE MUIMEHTbI 3€JIEHbIX
6akrepuit — 310 BXJI ¢, d nnn e. BXJIg ¢ makcumymom norsoteHuss 790 Hm
oOHapyxeH y rennobakrepuii (Brockmann, 1983).

Exxeronto Ha 3emsie cuntesupyercs (1 nojsepraercs aerpanainu) okoso 10°
touH XJI, GoJblast 4acTh U3 KOTOPBIX (POPMHPYeTCsl B OKeaHe. PacTHTesbHbII
1 GaKTepHasbHbIH (POTOCHHTES, B KOTOpoM XJI yuacTByIoT B KauecTBe cBeTOCOOp-
ILIMKOB U (POTOXUMHUECKH -aKTHBHBIX MOJIEKYJI, CTY?KHT OCHOBHBIM MOCTABIIMKOM
OpraHHyecKoro mMarepuaJa st rerepotpodos, BKJIOUAst }KHBOTHBIX U UesIOBeKa.
XJ1 pyHKIMOHUPYIOT B cocTaBe MUrMeHT-06esKoBbix KommekcoB (ITBK) doro-
CHHTETHUECKHX MeMOPaH XJI0POMJIACTOB HJIH XPOMATO(POPOB.
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Tabauya 1
CaeTornor/iouieHre. XapakTepUCTUKH XJA0POHUIIOB U 6aKTEPHOXIOPODUIIOB
*Xumuueckasi mpuposa [Ipuponnbiii Makcumym rorJionieHust
[Turmenr
panukana R4 HCTOUHUK B KJIeTKe (HM)
Duton Bce aspo6Hble opranuambl 680—685
= Duron 3esieHble BOAOPOCIHU U PaCTeHHUs] 650—660
=
g c1-c3 Ouron Bypeie, nnatomoBbie Bogopocu, ok, 640
2 JIHOMIArTe IS Th
UTOI arpsiHKH, LMaHOOGAKTE PUH

2 d ® B 6 710

i Duron [uano6akrepuu 706—720
E a uton nnu I['T [lypnypubie 6akrepun 830—890
g b Guron nnu I['T [lyprnypuble 6akrepun 1020—1030
% c duroJ, papHesos u ap. 3esenble u Oypeie GaKTeprn 750—760
% d dapunesosn SeJienbie u Gypble GakTepHu 720—740
% e - 3enenble u 6ypble GaKTepUH 710—720
= g - TesmoGakTepun 770—790

*@uron — C,H,,OH; dapneson — C .H,.OH; I'T (repanunn-repannon) — C, H,,OH

NCTOPUS NCCIIEAOBAHWN. AOCTUXKEHNS
Y MNMPOBJIEMbI

HauaJsio reneTuke NUrMeHTOB pacTeHU ObLIO MOJ102Ke -
HO onblTaMu Iperopa MeHzesst o U3y4eHHIO HAcJe0Ba-
HUST OKPACKH CeMSTH M MPOPOCTKOB ropoxa (Mendel, 1885).
DTOT «MeHJIeJIEBCKUI» TeH ylaaoch HalTH Gosee 140 jet
cnyetss — UM okasasics reH SGR (stay green), Kopupyto-
LM OfIMH U3 GeJIKOB cucteMbl aerpaaaiun XJ1 (Armstead
et al., 2007).

B cepemune 20 Beka Camyasib [paHuK BriepBbie MoKasad,
uto rem U XJ1 umeror o6t nyth 6uocunTesa (Granick,
1950). INonydennsle M 6ecxa0pOpUIBHBIE MyTAHTBI XJI0-
pesibl HakananBamu nporonopdupun IX (I1IT) — 6uocnn-
TETHYECKHUH MPE/IIECTBEHHUK reMa.

Cnycrs 18 siet, Biabopatopun A. Cecepmana (Sasarman
et al., 1968) ycraHoBuJIM, 4TO MyTalliH, BbI3bIBAIOLIUE JIbl-
XaTeJIbHYI0 HEJIOCTATOYHOCTb Yy E. coli, HapyuialoT TreHbl
(hepmMeHTOB GHOCHHTE3a reMa, HauuHasi OT YHHBEPCAJBbHOTO
MPEJIILIECTBEHHUKA BCEX TETPAMUPPOJIOB — H-aMUHOJIEBY-
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Puc. 1. CrpykrypHble popmyJibl XJI0PODUIIOB
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Cyxyunun-KoA + Muyuy = AJTK e [nymamam

YponopgupuHozeH Il l

Mpekxoppun Il

+ Ni?* + Fe?* MpomonopgupuH IX  Bunumw
DUKOGHUNIHE
®akTop Fusp Cuporem +Mg?*  +Fe?* /(CP"TDXPOM)
+Co? Xnopodhunnsl fem
Baktepuoxnopounnel oo oo om
Buramun By, Luroxpom b
Karanasu
nepokcHaassl

Puc. 2. Cxema 6uocHHTE3a NPUPOJHBIX TETPANUPPOJIOB

miHoBol Kucsothl (AJIK) no T[T — mnocnennero o61iero
npenectBeHHnka XJ1I u rema (puc. 2). MyTaHTHble 1ITaM-
Ml E. coli ¢ nepekramu 0TAebHBIX [1aroB GHOCHHTE3a TeT-
panuppoJioB B JajbHellIeM HCIOMb30BaIH A5 TTOMCKa To-
MOJIOTHUYHBIX T€HOB Y JIPYTHX BUJIOB.

BaknelM coObITHEM B TreHeTHKe (DOTOCHHTE3a CTAsO
oOHapy>KeHHe B TeHOMe IypIypHOH HeCepHOH OaKTepuH
Rhodobacter (R.) capsulatus hOTOCHHTETHUECKOTO I'€HHO-
ro kiacrepa (PI'K) — ydacTka XxpoMOCOMbBI pa3MepoM OKOJIO
45 tnH, cofepxKariero 6/H3KO-ClerNIeHHble TeHbl CTPYKTYP-
HBIX 6€JIKOB amnmnapara (OToCHHTe3a 1 BceX (hepMeHTOB GHO-
cunTe3a KapotuHouioB U bXJla (Zsebo and Hearst, 1984).
CexsennpoBanne OI'K n skcrepuMeHTHl 10 HaNpaBaeHHON
MHAKTHBALNH OTKPBITHIX pamMoK cunthiBanus (OPC) ¢ mocite-
Jylolleil TPOBEPKOH MyTaHTHOTO (DEHOTHIA TTIO3BOJIHIIH BIIEP-
Bble MOJIyUUTh HYKJIEOTHAHbIE MOCAEA0BATENbHOCTH T'€HOB,
KOHTpOJIMpyIoLIMX peakinn Ouocunreda XJI. [Tosnnee, ux
OPTOJIOTH OBbIIK HAMJICHBI B TECHOMAX PACTEHHUI U BOLOPOCJICH.

J17151 KJIOHMPOBAHHUST T€HOB, KOAUPYIOLIHX BCe (DePMEHTHI
6uocunTe3a XJI y Bbiciinx pactenuit (Taba. 2), norpeGoBa-
Jock okoJ1o 20 Jsiet. B 1989 roay 6bl1a ony6iukoBaHa nep-
Basl HYKJICOTH/IHAsT MTOC/Ie0BaTe/IbHOCTL reHa POR siuMeHsi
(Schulz et al., 1989), a yepes 17 JieT ynanoch npounTath
nocJielHUI B 3TOM psiy red apaduuoncuca DVR, koTopblil
KOJMpyeT (hepMeHT, MpeBpallalonHil AMBHHUIbHbBIE (hOPMBI
XJla B moHoBUHUIbHBIE (Nagata et al., 2005).

HecmoTpst Ha Xopolllylo H3y4eHHOCTh (PepMEHTATHBHO-
ro annapara (Muponos, 1998; Illecrakos, 1998, Tanaka,
2007), psin BompocoB B reHetke 6uocunresa XJI ocraior-
csl OTKPBITHIMH 10 cHX nop. Hexotopeie stanel 6HocHHTe-
3a y BOAOPOC/EH U pacTeHHHl TpeOyIOT HaJUUHs KHCI0POoJa
(tabs. 2). Bmecte ¢ Tem, MHOrHe GAKT€PHUH CHHTE3MPYIOT
BXJI B orcyrersue O,. Takue anaspoGHbie hepMeHThl M KO-
JUpYIOlMe UX TeHbl HaleHbl 1aJ€KO He BO BCEX M3BECT-
HBIX caydasx. Maso uccseoBaHbl H MeXaHU3Mbl (DOPMHU-
poBanust XJI B TeMHOTe. Y MOKPLITOCEMEHHbLIX PaCTeHHH
9T0 cBeto3daBUcUMbIN npolece (Bensiera, Jlursun, 2007),
MOCKOJIBLKY MpeBpatlieHre nportoxyaopoduauia (In) B xmo-
podussmn (XJI1) ocyllecTBJAsSET XOPOIUIO H3YUeHHBIH ho-
tosHauM  HAJID:  npoToxsopodu/InIoKCHI0peayKTa3a
(c[TOP). CrnocoGHOCTb GOJBIIMHCTBA  (POTOCHHTETHKOB
(B TOM uMCJie TOJIOCEMEHHBIX, MXOB, BOJOPOCTEH U (POTO-

TpohHBIX OaKTepHil) 3ejeHeTb U B TeMHOTe obecrneunBaeT
ANbTEPHATHUBHBIA CBETOHE3ABUCHMBIH (DEPMEHTHBIH KOM-
naekc TIIOP, KomupyeMblil y 3yKapHOT XJIOPOMJIACTHBIMH
renamu. [Ipu 3TOM y 3e/1€HOI BOAOPOCN XJIaMHIOMOHA/bI
u3BeCcTHbl MyTaluu (yellowl-10 n [ts3) sinepHbIX TEHOB,
Hapyuiaiolie cBetoHesaBucumblii 6uocunres XJ1 (Timko,
1998; Wanbiro u ap., 1990). MineHTrndukamys 3THX TeHOB
TM03BOJIUT OOHAPYXKUTH ellle HeH3BeCTHbIE (haKTOPHI, y4acT-
ByIOLI[Me B TEMHOBBIX Mpotieccax gopmuposanus XJ1. B na-
cTosllllee BpeMsl aKTHBHO BEJETCSI W MOMCK TeHeTHUeCKHX
JIETePMHUHAHTOB, KOHTPOJIHUPYIOLINX PETYJISILHIO MeTab0o/n3-
Ma MUTMEHTOB M CBSI3AHHBIX C HUM IPOLECCOB OHOreHe3a
xsoporiactoB (Masuda and Fujita, 2008). 3naunresibHbli
BKJIQJL B pelIeHUe 3TOH NMPoOJEeMbl BHECIH UCCIEIOBAHUS
MYTaHTOB C HapylleHHOH perynsuuer cunteza XJI Takux
MOJIE/TbHBIX 0O'bEKTOB TeHeTHKH (hOTOCHHTE3a, Kak apabu-
noricuc (Arabidopsis thalianum), 3enenas Bojopociib Xjia-
munomonana Chlamydomonas (C.) reinhardtii v 6akrepuu
R. cupsulatus w Synechocystis sp. PCC. C HakonjieHnem
IKCTIEPUMEHTANBHBIX JaHHBIX CTAHOBHUTCS Bce GoJjee ode-
BHJIHBIM, YTO (pepMEeHThl 1 HHTepMeauaThl GuocuuTeda XJI
SIBJISIIOTCST YUACTHUKAMH PEryJsTOPHBIX MPOIECccoB, odec-
TMEeUMBAIOIINX CHCTEMHBIH KOHTPOJb, — CJIOJKHBIH anmapat
(haKTOPOB M CHTHANOB, HEOOXOAMMBIX /ST ONTHMAJBHOH
paboThbl TeHETHUECKHX MEXaHH3MOB PACTHTENbHOH KJIETKH
B MEHSIIOIMXCS] YCTIOBHSIX €€ CYILIeCTBOBAHHSI.

FEHETUYECKWIN KOHTPOJIb ®EPMEHTOB
BUIOCUHTE3A XJIOPO®WJTJIOB

[eneTHueckue HCe/1e10BaHUS TO3BOJIUIIM HE TOJIBKO Hall-
TH TeHbl (epMEHTOB MeTabosM3Ma MPHUPOAHBIX TeTparup-
posioB: XJI ¥ rema, HO W OXapaKTepU30BaTb UX CTPYKTYpy
1 CBOHCTBA. ¥ (POTOCHHTE3MPYIOLINX 3yKapHOT (hOpMHPO-
Banue XJI U KapOTMHOMIOB MPOXOIUT B XJoporaacre. [To-
JaBJstioliiee G0JBIIMHCTBO (PEPMEHTOB HX GHOCHHTE3a KOJIH -
pyloTCsl siIePHBIMU T€HAMH M CUHTE3HPYIOTCS B LIUTOIIa3Me
KaK [peALIeCTBEHHUKH, UMetolie N-KOHLEeBble XJIOpoll-
JIACTHblE TPAH3UTHbIE MENTH/bI, KOTOPble 00eCIeUnBalOT UX
TpaHCHopT yepe3 MeMOpaHbl M1acTul. B nyTn GuocuHTe3a
MoJieKyJ1 XJI MO2KHO BbIIEIUTh 3 OCHOBHBIX 3Tana:
1. cuHTe3 5-amuHoOJMEBYMMHOBOH KHCI0TH (AJIK) — nep-
BOTO [1pe/lleCTBeHHHKA BCeX TeTPauppoJIoB;
2. mnpespauenne AJIK B nporonopdupun IX (IT) — noc-
JieAHNH OOLIMI TTPellIeCTBEHHIK TeMa | XJI0PO(hHJIIIOB;
3. crietuduruecKre peakiuu cuHresa XJ1.
[TocienoBaTe/IbHO PACCMOTPUM KarKIbli U3 HHUX.

1. Cunre3 AJIK

M3BecTnrl 1Ba cnoco6a o6pasosanust AJIK, koTopeie
Hocsat naspanus C, n C, nytu. Bee sykapuoTel, He uMero-
lLHe XJOPOMJIACTOB, U O-MpoTeoGakTepuu (BK/OUass (o-
TotpotHble Gaktepuu pojpa Rhodobacter) wcnonb3yror
C4 — nyTb [lemnHa, KOTOpBIH COCTOUT B KOHJAEHCALMH
rauuHa 1 cykunHug-KoA depmentom AJIK-cunTerason
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Tabauya 2
[eHeTHUeCKHIA KOHTPOJb (hepMEeHTOB OMOCHHTE3a XJ0POdHIIOB
[eHbt
No Depment O6o3HaueHue
A. thaliana | Bakmepuu Chlamy tepmenTa
1 [nyramnn-tPHK-cunrerasa GTS oltX arTs GluRS,EC6.1.1.17
HEMAI
2 [nyramua-TPHK-penykrasa HEMA?2 HemA GTR GIuTR, EC 1.2.1.70
HEMAS3
3 [nmyramar- 1 -nostyasbaeruiaMmmuHo - GSAI Heml. GSA GSA-AT, EC 5.4.3.8
TpaHcgepasa GSA2
AJIK-neruzparasa ALADI
4 (nopobuIMHOreHCUHTETa3a ) ALAD?2 HemB ALAD PBGS,EC4.2.1.24
5 [TopoGuantorenieammHasa PBGD HemC PBGD PBGD, EC4.1.3.8
6 Yponopdupunoret [1I-cunrerasa UROS HemD UROS UROS,EC4.2.1.75
UROD! URODI
7 Yponopduputoret Illi-nekap6okcunasa HemE UROD?2 UROD, EC4.1.1.37
UROD2
UROD3
" CPO1 HemF
8 Konponopduputoren I11-okcnnasa CPO? HemN CPX1 CPOX,EC 1.3.3.3
. PPOI HemG PPX
9 [Tporonopdupunoren IX-okennasa PPO?2 HemY (PPO) PPOX, EC 1.3.3.4
Mg-T1I1-xenarasa cy6beauunua H CHLH BchH CHLH
Mg-T1I1-xenarasa cy6benuunua D CHLD BchD CHLD
10 MX,EC6.6.1.1
CHLII CHLII
Mg-I1I1-xenarasa cyobeauuuua | CHLI? Bchl CHLI2
CHLI3
S-anenosni-L-meTHOHUH: Mg-PPMT,
1 Mg-TTIT-meTnarpancgepasa CHLM BehM CHLM EC2.1.1.11
1% [uknaza Mg-T1I1T-monomeTHI0BOrO CRDI AcsF CTHI Mg-PPME,
supa (CHL27) BchE CRDI EC 1.14.13.81
13 3,8- IMBUHUJITPOTOXN0PODHIITHL-8 - BU - DVR Beh) DVR DVR. EC 1.3.1.75
HUJIpeyKTa3a
CaeTo3aBucumas PORA BehY
14 HAJI®:npotox/opohu/IHIoKCeH - PORB BehZ LPOR LPOR, ECI1.3.1.33.
nopenykrasa (cI1OP) PORC
TemHoBasi NpoTOX. - Benl. ChiL,
15 onan e “OI()(T’H gg)’l BchB ChiB DPOR
oreiopeyrTasa BchN ChIN
16 Baxrepioxnopodz/xiopodpias CHLG BehG CHLG CHLS, EC 2.5.1.62
a-CHHTeTa3a
17 Xaopoduaua/xaopoduin a-oxcHrenasa CAO CAO CAO,EC1.13.12.14
* DepMeHTATHBHbIE PEAKIMH, TPOXOJISIIIME B a9POOHBIX M aHA9POOHBIX yesioBusix. Chlamy — 3esenast Bojopocs C. reinhardtiii
(Astner et. al., 2005). B kietkax He(hOTOCUMHTE3UPYIOLIMX  KIIMOHUPYIOT Y 3eJeHbIX Bojopocsei: Scenedesmus

sykapuoT AJIK oGpasyercss B MUTOXOHAPHUSAX W CJYKHT
st GrocuHTe3a rema M uutoxpomon. dopmupoBanue
AJIK y XJI-comep:kallix opraHu3mMoB (3a HCKJIOUeHHEM
a-npoteobakrepuii) uaet no C.-nyTH U3 5-yrJepogaHOro
MpelecTBeHHNKA — TIYTaMHHOBOH KMCI0Thl. OH BKJIIO-
qaeT TPH SH3UMATHUECKHE PEAKLHH, B KOTOPBIX yUacTBY-
10T 4 (YHKUIHOHAJIBHO-AKTUBHBEIE MOJIEKYJbl, JOKAJIH30-
BAHHBIE B CTPOME MJIACTHA: 3 (hepMeHTa U MJIyTaMUHOBAasI
tpancnoptias PHK (TPHK™). O6a nytu (C, u C,) dyn-

obliquus n Euglena gracilis (Foley et al., 1982).

Ha nepsom smane C,-6uocunmesa ghepmenm eny-
mamur-mPHK-cunmemasa (glutamyl-tRNA synthase,
GIluRS) npucoedunsem mPHK™ k eaymamamy. 3a-
mem  caedyem  npespawerue  erymamur-mPHK-
by g eaymamam- 1 -noryaredeeud ¢ ocs060HOeHUEM
mPHK™  chepmenmon  eaymamunr-mPHK-pedykmasoti
(glutamyl-tRNA" reductase, GIuTR) 8 npucymcmauu
NADPH u Mg®". Jlasee, eaymamam-1-noayarodeeu-
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damurompancghepasa (glutamate- 1-semialdehyde
aminotransferase, GSA-AT) ¢ kogpaxmopom nupudok-
canvhochamom  ocyuecmseom Mparc-amuHUpoOsa-
Hue eaymamam-1-noayarvdeeuda 3a cuem nepeHoca
C4 amurnoepynnor 8 nosoawcernue CH ¢ obpasosamuenm
AJIK. Pepmenmot Ch-nymu 0Ka3aruco HacmMoAbKO CX00-
HOILMU 04 8CeX, UBYHUEHHOILX K HACMOAUeMY B8DeMeHU
8udos pacmeruii, sodopocaeti u bakmeputi, 4mo peax-
UUOHHbLE KOMNOHEHMbL U3 PA3HbIX OUOA0UMEeCKUX UC-
MOUHUKOE, 00BEeOUHEeHHbLE (N Vitro, CHOCOOHbL CUHIMEe3 -
posamo AJIK.

Axruupysi riyramar, TPHK™ szanyckaer Guocunres
terpanupposioB (Huang et al.,, 1984). Eé kpuruueckas
poJib B popmupoBanun XJI Oblia nokazaHa npu H3ydeHUH
6eCXJI0pOHUILHOTO OPAHKEBOTO MyTaHTa 3BIJIEHbI, Y KO-
TOpPOro l'IpI/I’-lI/IHOIZ OTCYTCTBHs TIMTMEHTa OKa3aJacb TOY-
koBast mytaiusi — 3amena (C-56-U) B T-metse TPHKOMWY
(Stange-Thomann et al., 1994). Tenn TPHK™ y Bcex do-
TOCUHTE3UPYIOUIUX 3YKAPHUOT KOHCEPBATHUBHbBI W JIOKaAJIH-
3oBanbl B xjopornactHoil JIHK (xa/IHK). IToucku TPHK,
CMIELM(UUHBIX JUIsT CHHTE3a TeTPANHPPOJIOB, K HACTOSILIEMY
BPEMEHH He YBEHYAJUCh YCIIEXOM, H MPEICTABJIECHHE O TOM,
YTO OJIHM W Te K€ MOJIEKYJIbl Yy4aCTBYIOT B 06pa3OBaHl/lI/I
XJI u cunrede 6esKOB, OCTaeTcsl aKTyasbHbIM. Vckitoue-
HHEM M3 3TOro npasuia crana o6axrepust Acidithiobacillus
ferrooxidans, y xoTopoii onut 13 Tpex renos TRNAM komu-
pYeT MoJieKyJly, He umetolilyto cpojctsa K pepmenty GluTR
(Levican et al., 2005). B xsoporuiacre TPHK™ y3snaercst
tpemsi 6enkamu: GIuRS, GluTR u daxropom ssonrauun
EF-Tu, n, no-BUAMMOMY, CJIy?KUT MPEAMETOM KOHKYpHPOBa-
HHSI CHHTE30B OJIKOB W TeTPanupposioB, KOOPAUHUPYS TeM
cambIM 00a 3Tux npotecca npu popmuposanuu [1BK doto-
CUHTETHUECKHX MeMOpaH. YCTaHOBJIEHO ee ydacThe B pery-
JISILIAK TPAHCKPHIILMK reHoB Xjoporuiacta (Hanaoka et al.,
2005), koropyto BenyT ie PHK-nosmmepasei: NEP (nuclear
encoding RNA polimerase) u PEP (plastid encoding RNA
polimerase), KojupyeMmble, COOTBETCTBEHHO, Te€HOMaMH
sipa ¥ xJoporacra. B mpolecce MHIYLIUPYEMOTO CBETOM
cHHTe3a xJsoporaacTHbix MemOpan TPHK™ cBssbiBaercs
¢ NEP, unru6upys ee akTHBHOCTb, U T€M CAMbIM OCYLLECT-
BJasieT nepeksmovyenre Ha PEP, kotopasi mpenmyliiecTBeHHO
TPAHCKPUOUPYET reHbl, KOHTPOJIHPYIOLIHE (POTOCHHTES.

GIuRS kak u ocranbhble amunoanma-TPHK-cunrerasmr,
yuacTByeT B cHHTe3e 0esikoB. [lepBblil crieuuuuHbIil s
cuHTe3a TeTpanupposoB gpepmeHtT — 3710 GluTR. Meropus
KJIOHUPOBAHHUsI KOJMPYIOLIMX €r0 TeHOB HAya ach ¢ KCre-
pPUMEHTOB Mo TpaHchopMaluu Mytanta £. coli hemA, ayk-
cotpocnroro no AJIK, renomuoit 6ubanorekoit E. coli. B pe-
3yJbTaTe ObLIH MOJydeHbl TPOTOTPO(HEIE TPAHCPOPMAHTHI,
y kotopbix ¢pparment JIHK, BcTpanBanne kotoporo Beso
K KOMMeHcaluun scpdexra myrauun hemA — BoccTaHoB-
qenuto cunresa AJIK, conepxxan ren, koaupytouinidi GluTR.
Ou nostyunst HazBanue HemA (Li et al., 1989). Dtum mero-
JIOM TeHOMHOH KOMIJIeMeHTallu, — 10 COCOOHOCTH KOM-
MeHCHPOBaTh MyTaHTHBIH (peHoTHN wTamma E. coli hemA

[nyTamar
nyramun-TPHK
/-_- y —_
G
AJIK

YponopdupuHoreH i \

Npotonopgupunoren IX

MpotonopdupuH IX

— — Fea
CMg-xenamasa > [ Mg
Mg-npoTtonopdupuH IX fem —_—
l i C feM-oncuaeuasa':)
<®. cunmemasa>

Mg-npotonopdupuH IX
MOHOMETMJ‘IOibIﬁ admp duToxpomobuann

Nporoxnopogunnug Xnopodunn «b»

7 Ceaao

Xnopodunn «a»

CPOR> |
xnopobunang —

Puc. 3. Mexanuambl pery/isiiid  GHOCHHTE3a  XJOPOMHUIIOB.
Buocunres AJIK noCTTpaHC/ASUHMOHHO —peryaupyeTcst
CHUTHaJIaMH (CTPeJIKH ) OT ABYX BETBEH T€TPANUPPOILHOTO
Metaboanama — remoMm u [1n. Tem, HakananBasich B u3-
ObITKE, perpeccupyeT akTHBHOCTb (pepMeHTa IyTaMHJI-
TPHK-penykrasnr (GluTR); cBo6onnbii [11uepes Genok
FLU rakxe penpeccupyer GluTR. B oasax — kJtoue-
Bble epmenTbl GuocuHTeda: GIuTR, Tn-okennopeyk-
taza (POR), xnopodummma/xaopodunn a-okcureHasa
(CAO)

(Pontoppidan and Kannangara, 1994), renbl, romosioruu-
Hble HemA, Oblv HaWIeHbl Y LIEJIOTO Psijla pacTeHui (apa-
ounorncuca, sumens, orypuos u ap.). GIuTR — kitoueBoit
thepmeHT B perynsiuun 6uocuntesda XJI (puc. 3). Ero aktuB-
HOCTb HHTHOMpYyeTcsi reMoM 1 [T uepes peryasiTopHbie 6er-
kv (Srivastava et al., 2005). Dkcnpecchio reHOB, KOAHPYIO-
umx GluTR, KOHTPOHPYIOT CBET M paCcTUTE IbHBIE TOPMOHBI
(McCormac et al., 2001).

Depment GSA-AT BriepBbie OblT BbIAENEH U3 CTPOMBI
xjoporiactoB stumens (Grimm et al., 1989). Benen 3a ye-
TaHOBJIEHHEM TEPBHYHON CTPYKTYPBI, MO TMOCAEI0BATENb-
HOCTH aMHHOKHCJIOT 3TOr0 OeJsika OblIM CKOHCTPYHPOBAHDI
npaiimepsr st [1LP-amnngukannn  pparmenta xkITHK
KOJMPYIOILLIETO €ro reHa, KOTOPbIH MOCHYKHJ 30HAOM sl
ckpununra 6udsanorekn KIIHK. Mtorom pa6oTsl craso 1o-
JlydeHHe MOJHON HYKJIEOTHIHON MOCJIEN0BATENbHOCTH MeHa
GSA, KoTopylo flasiee UCTOb30BAJH /IS TOUCKA OPTOJIOTHY -
HBIX TeHOB Y E. coli u upanobakrepun Synechococcus PCC
6311 (Grimm et al., 1991). K aykcorpodnoctu no AJIK
y E. coli TpUBOAAT MyTalLlMH B JIBYX reHax: y?Ke yrmoMsHyTOM
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Puc. 4. Komniuieke  ¢epmenros: rayramun-tPHK-peaykrasbi
GIuTR (TemHO-cepblii UBET) U rytyTamar- 1 -roJyasnbieri
amunoTpancdepasbl — GSA-AT (cBersio-cepbiii LBeT).
Mojesib co3iana Ha OCHOBE PEHTIEHOCTPYKTYPHOTO aHa-
auza 6enka GIuTR us M. kandleri u 6enka GSA-AM u3
Synechococcus (no: Lier C. et al., 2005)

HemA, xomupytouieMm GluTR, u Heml., nepBoHauasibHO Ha-
3BanHbiM PopC (Wulif, 1967). [eHomHast KomrieMeHTaLyst
myTanTta popC mokaaasa, uTo fiedeKTHbIl y Hero reH HemlL
koaupyet pepment GSA-AT (llag et al., 1991). B nanbueii-
LI€M, €r0 OPTOJIOTH ObIJIM U30JIHPOBAHBI Y MHOTHX OOBEKTOB
(Timko, 1998).

Benoxk GIuTR npencrasasier coboit V-o6pasubiil au-
Mep, W ero TpOCTPAHCTBEHHAs CTPYKTypa Mpearnosaraet
CcnocoGHOCTb K 00pa3oBaHUI0 CTAOWJIBHOIO KOMILIEKCa
¢ mosiekysnoil GSA-AT (puc. 4). Mojesb UX COBMECTHOTO
(DYHKIMOHUPOBAHUS MOJTBEPIKAAIOT PE3YJIbTaThl SKCIEPH-
MEHTOB if1 Vitro — peKOMOUHAHTHBIE OeJIKK 060UX (hepMeH-
toB C. reinhardtii 06pa3dytoT GpU3nIeCKi U (PYHKIMOHAJb-
ublit kommiieke (Nogaj, Beale, 2005).

2. Cunres nporonopdupuna IX uz AJIK

[Ipu xonmencauuu BocbMu Modiekysn AJIK oGpasyer-
csl nepBblit nophupuH NophoOHIMHOTEH, KOTOPbIH 3aTeM,
B 4eThlpe 3H3UMaTHUecKHX Miara, npespainaercs B [1I1.
Bce umelolnnecst janHble yKasblBalOT HAa aOCOJIOTHYIO YHH-
BEPCAJbHOCTb 3THX OHOCHHTETHYECKUX PEAKLMI KaK y Mpo-
TaK Wy sykapuot. Ha sTom 3tane nopdupuHbl craHOBATCS
TUAPOPOOHBIMU U (DOTOPEAKTHBHBIMH, UTO JIeJIaeT UX onac-
HBIMHU JJ1s1 pacTUTeIbHOH KaeTKH. [ T[T 1 ero npousBoHble —
CHUJIbHBIE (DOTOCEHCUOUIN3ATOPbI, — COEIMHEHHUS, COCO0-
Hbl€ MOJI IEFCTBUEM CBETA FeHEPUPOBATH aKTHBHbBIE (POPMBbI
KUCJOPOJIA: CHHIJIETHBIH KUCJOPOJ W (WJIH) TNEePEKHCHbIE
panrkasbl. OHU, OKHCJISIS JIMITHJIBI, pa3pylialnT MeMOpaHbl
xsoporiacrta (Lasnbiro, 2004).

2.1. Om AJIK k yponopgupunozeny IIT1

Konoewncayuro dsyx moaekysr AJIK ¢ obpaszosanuen
NUPPOALHOCO KOAbYA NOPGHOOUAUHOCCHA OCYUWECBASL-
em gepmenm NoppHoOULULHOLEHCURMEMA3ad, HA3bLBA-
enouii AJIK-0eeudpamasod (ALA-dehydratase, ALAD).

Peakyusa npoxodum e npucymcmsuu 08YX8aACHMHOLX
KAMUOHO8 WUHKQ UAU MASHUS. ¥ BblCULUX pACMEHU
u sodopocaeil gpepmenm axmusupyemcs Mg?*, moe-
da Kak y scusomuolx u yuarodbakmeput — Zn’*. [a-
aee, nopgoburunocendeanunasa  (porphobilinogen
deaminase, PBGD) sedem noaumepusdayuto 4 morexkyn
nopgobuiurnoeena ¢ 00pazosanuem HecmabuLbHO-
20 NUHELH020 Mempanuppoia 2UOpPOKCUMemUAOULa -
Ha, — cybcmpama yponopgupuroeer Ill-curnmema3sol
(uroporphyrinogen (co)synthase, UROS), copmupyio-
wetl makpoyuka yponopgupunoeera Ill. Bce amu gep-
MEHIMbL AOKAAUZ0BAHbL 8 CMPOME XAOPONAACMA U UME-
1om caaboe cpoocmao ¢ MembpaHamil.

[lepBble paGoTbl MO KJIOHMPOBAHUIO IE€HOB, KOIUPYIO-
mx ALAD, PBGD u UROS, 6bljid BbINOJIHEHBI HA MyTaH-
tax E. coli K12, necrioco6HbIX CHHTE3UPOBaTH reM. Mx or-
Oupa/u Mo TPU3HAKY JbIXaTeJbHOH HEI0CTATOUHOCTH (reM
BXOJIUT B COCTaB LIMTOXPOMOB), C MOC/IEIYyIONIeH MTPOBEPKON
aykcorpogroctu 1o AJIK u npomexyroutbiM cyGerpatam
6uocunresa rema (Alefounder et al., 1988). leuni E. coli:
hemB, hemC, HemD, Koaupyioliie BbllllenepeuncaeHHble
(hepMeHTbI, OblLIM HaiJleHbl B pe3ysibTaTe KCMEePUMEHTOB
M0 TPAHCAYKLMH FeHOMHOH OUOJHMOTEKOH TAKHX MyTaHTOB,
06pasyiolux MeJKHe KOJOHHH, M OLEHKE YPOBHSI COOT-
BETCTBYIOIIEH (DePMEHTATHBHOH aKTHBHOCTH y TPaHCIyK-
TAHTOB, (HOPMHUPYIOIIMX KOJOHUH HOPMAJILHOTO pasmepa.
Bcekope renbl, komupytoiine PBGD, 6buii KJIOHHPOBaHbI
u'y XJI-coaepxaimx opranuamoB: 3Briensl (Sharif et al.,
1989), minunara u ap. (Timko, 1998). Myratiuu B 3T0M reHe
y apaGuIorcuca BeIyT K HapylIeHHUsIM BEreTaTHBHOIO POCTa
¥ PEMpOAyKTHBHBIX (DyHKIMIT pacTennii (Quesada et al., 2013).
Y C. reinhardtii 61 xnonuposan Tosibko red Alad AJIK-ne-
ruparasbl (Matters, Beale, 1995). Komupytonime UROS
reHbl KJIOHHPOBaHbI y lnaHobGakTepun Anacyistis nidulans
(Jones et al., 1994) u psina HehOTOCHHTE3UPYIOLIMX Opra-
HU3MOB. B sinepubix renomax C. reinhardtii n apaéunoncuca
0OHapy>KeHbI UX OPTOJIOTH.

2.2. Ilymo om yponopgupunozena I11 (YPO III)
Kk npomonopgupuny IX (I111)

[Tpespamenns YPO III mpoucxoasT uim 3a cueT ero
MOCJIEI0OBATE/ILHONO METHJUPOBAHHST JIMOO J1eKAPOOKCHIIH-
poBaHus. B xojle MeTHJIMPOBAHUS CHHTE3UPYIOTCA (PaKkTop
F430 u koppunounnp! (npoussoanbie Butamuna B, ). Bropoii
nyTh BeJIeT K 00pazoBanuio rema u XJI (puc. 2).

Moanekynot [T 0o6pasyiomes uz ¥PO Il 6 peaysomame
mpex epmenmamusHolx peakyutl. Pepmenm yponop-
Gupunoeen Ill-dexapbokcurasa (uroporphyrinogen Il
decarboxylase, UROD) rkounsepmupyem YPO Il 8 ko-
nponopdupurnoeen Ill.  3amem  konponoppupuro-
een lIll-oxcudasa (coproporphyrinogen Il oxidase,
CPOX) nocaedosamervno dexapbokcuiupyem dsa
ocmameka nPonUOHOBOLL Kucaomel HOKOBbLX yenell Ko-
ey lull (npu C,, a samem npu C,) 00 8uHULbHbLX 2pYynn
¢ obpasosanuem becysemroeo npomonopgupurozera IX.
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Tpemuti pepmernm — npomonopdupunoeen IX-okcuda-
sa (protoporphyrinogen IX oxidase, PPOX) oxucasem
eeo 0o kpacroeo nuemenma 1. [pu naruuuu morexy-
AAPHORO KUCAOPOOQA 3MO OKUCACHUE MONMCEm NPOUCXO-
dume xumuqecku.

UROD u3 k/1eToK MJIEKOMUTAIOUMX — TIPeAMET aKTHB-
HOTO H3ydeHHs MEIMIMHCKOH reHeTHkH. HapyuieHus ero
(hyHKIMOHANBLHON aKTUBHOCTH B pe3yJsibTaTe MyTallUil B reHe
UROD, BenyT K pa3BUTHIO TsKeJIbIX 3a00/1€BaHUI — TOp-
(bupuii, HacjeIyeMbIX 110 ayTOCOMHO-JOMHHAHTHOMY THITY
(Brancaleoni et al., 2007). Hapsiny ¢ 6ecxsiopouibHbIMH
OpraHuaMami, y KOTOpbIX pepMeHT KOAUpyeT reH hemk, op-
TOJIOTHUHbIE €My I'eHbl OblJIH KJIOHHPOBAHBI H CEKBEHHPOBA-
Hbl 'y Synechococcus PCC7942 (Kiel et al., 1992), Tabaka
u stumenst (Mock et al., 1995).

Pepment CPOX y GosbllMHCTBA (DOTOCHMHTETHKOB aK-
TUBEH TOJIbLKO B MPUCYTCTBMH Kucaopoaa. CrnocoGHOCTh
HEKOTOPbIX aHA’pOOHBIX OaKTepPUHl CHHTE3UPOBATH TeM
u XJI, ykasbiBasa Ha CylleCTBOBaHHE HMHBIX MeXaHM3MOB
oOpasoBanus npotornopdupuHorena IX. Mayuenue mexa-
HH3Ma OKHCJIUTEJILHOTO JeKapOoKcuapoBanus y E. coli
u S. typhimurium noxasaso, 4to 3a a3poGHYyI0 U aHa3poH-
HYIO peakilMd OTBEYaloT pa3Hble (ePMEHTbI, KOJAHUPYeMble
HEroMOJIOTHUHBIMU reHaMu hemF u hemN cOOTBETCTBEHHO
(Xu, Elliott, 1993; 1994). B reHome apabuuorcuca ecThb
MOCJIEI0BATEIbHOCTh, TOMOJIOTHUHAS GaKTepUaAJbHOMY I'eHy
hemN aHaspoOGHOrO pepMeHTa, HO He MOJyueHO J0Ka3a-
TeJILCTB ee (hyHKIMOHANBHON aktuBHOCTH. ¥ C. reinhardtii
HaliJIeH TOJILKO reH aspoOHoro gpepmenta Cpx I, roMoJioruy-
uolit iemF (Hill and Merchant, 1995). Ienbl, konupytouine
UROD un CPOX, k/oHHpOBaHbl U CEKBEHHPOBAHHI Y Psijia
pacteHuii, HaunHas ¢ cou (Madsen et al., 1993) u Tabaka
(Kruse et al., 1995).

JIBa uzosnsuma PPOX (xs0pomsiacTHbIH ¥ MUTOXOH]I-
pHaJIbHBIN ) MepPBOHAYANILHO ObLIH OOHAPYKEHbI B JIMCThSX
sumenst (Jacobs, 1987), a rensl, Koqupylolye 3T0T hep-
MEHT, BrepBble ObLIH KJIOHMpOBaHbl y Oakrepuii: E. coli
(Sasarman et al., 1993) u Bacillus (B.) subtilis (Hansson,
Hederstedt, 1994). Ouu nosayuunu naspauus hemG
1 hemY, COOTBETCTBEHHO. DTO pasHble TeHbl, KOHTPOJIH-
pytoliue Be pepMeHTHbIe cHUcTeMbl. BriepBbie y pactenuit
HYKJIEOTHIHASA TT0CIe0BaTeNbHOCTL reHa PPOX npotonop-
upunoren IX-okcnnasel 6bl1a MPOUNTAHA MOC/E CEKBEHH-
poBanus kaoHa u3 kK JIHK-6n6mmorexn apabunoncuca, Ko-
TOPBIF KOMIEHCHPOBAJ 3(QEKT MyTallln ayKcoTpo(HOCTH
hemG 1o remy y E. coli (Narita et al., 1996). Tem xe me-
TOJIOM T€HOMHOH KOMIIJIEMEHTalMH OblJIM HailJleHbl 2 reHa
PPOX1 n PPOX2 tabaka Nicotiana tabacum, Komupyo-
e (epMeHTbl XJIOPOIJIacTa W MHTOXOHAPHH, COOTBET-
crBenHo (Lermontova et al., 1997). Ilns noucka 3toro rexa
y C. reinhardtii 6bl1a Wcnoab30BaHA HHAsI CTpaTerusl, —
KOIJIa MyTaHTbl M0 WMHTEPECYIOLIEMY TeHy MOJYyJaroT Kak
IITAMMbI, YCTOHYHBLIE K HHTMOUTOPAM KOIUPYEMOTO UM
tdepmenta. PPOX siBasieTcss MulleHblo A5 rabakyJvHa
¥ atnduooppera — hOTOTOKCHUHBIX TePOUIIMIOB U3 IPYTI-

Mbl AUeHnIoBbIX 3¢hupoB. [Ipn o6paboTke repOulmmaMu
B PaCTUTENBHON KJeTKe HaKarIBaeTcsl ero cyberpar —
nporonopdupuHoren 1X, KOTOPbIH, OKHCISSICE XUMHIECKH,
npespauiaercst B potocencudumuaarop I1I1. beit nomyuen
YCTOMUUBBIH K auudioopdeny myrant Rs3, y Kotoporo jo-
MHUHAHTHAst MyTal{sI B siI€PHOM reHe Hapylllajia B3anMo/efic-
tBHe (pepmenTa ¢ repbunpnom. Oparment renomuoit JJHK
paamepom 10 TrH, copeprKalilil reH yCTOHUUBOCTH RS3, Obl
KJIOHHPOBAH 1 CeKBeHUPOBaH. Rs3 okasaJcsi renom PPX, Ko-
aupytoum PPOX C. reinhardtii, roukoast myrauns G— A
B KOTOPOM OIpeJesIfeT YCTOHUMBOCTL K aludJoopdeHy
B pesyJisTate 3amenbl V-389-M B aMHHOKMCIOTHOH T0C/I€-
noBartesibHoCcTH Gesika (Randolph-Anderson et al., 1998).

[IIT — nocseaHuit o6LWKH MPeALIeCTBEHHUK B OMOCHH-
Te3e rema u XJI craHoBUTCSl cyOCTpaToM ISt IBYX XeslaTas,
BCTPAMBAIOLINX B €0 MOJIEKYJy KaTuoHbl xkejeda (Fe?")
uin marnus (Mg?"). Hecmorpsi Ha cxommbie (QyHKIME
1 OfMH U TOT ke cyberpat, Mg-I1I1-xenaraza (MX) u Fe-
XeJslaTasa — pasHble M0 CTPYKTYPe U CBOHCTBAM (DepPMEHTHI.
B ycsioBusix in vitro rimouenue Fe?t mpoucxomut camoripo-
M3BOJIbHO W He TpeOyet sHepruu AT®. Fe-xenartasza npesn-
cTapJisieT coboit nosunentu aauHoi ot 308 (y B. subtilis)
10 466 (y apabujoricuca) aMUHOKHCJIOTHBIX OCTaTKOB, KO-
Jupyemblit reHoM HemH. Y $hOTOCHHTETHKOB (pepMEHT JIo-
Ka/M30BaH B MJIACTHIAX H B MHTOXOHJPHSIX, HO OCHOBHOH
CHMHTE3 reMa MpoucxoauT B naactuaax (Masuda et al., 2003).
Hanpotus, BerpanBanne Mg?* B mopuprHHOBOE PO B/ -
etcs caoxkHoi ATD-3aBUCHMOI peakileil 1 OCyIIeCTBISET-
cs1 ToJ1bKO B xJoporiacte (Walker, Willows, 1997).

3. Cneuuduueckue peakiuuu odOpa3oBaHHsl XJOPO-
¢uanos

3.1. Pannue smanot ouocunmesa XJ1

K HUM OTHOCAT peakiluu, Belylide K (OPMHPOBAHMIO
nporoxyaopocpumaa (I11n) us II1. Onu ne TpebyioT cBeTa
1 MPOXOJST OJHHAKOBO Y BCeX (hOTOCHHTE3UPYIOLIUX Opra-
HU3MOB KaK TIPO- TaK, U 9YKapHoT.

[lepsoiii  cneyuguueckuti gepmenm oOuocurnmesa
XTI — Mg-Illl-xeaamasza (MX) scmpausaem macHuil
8 moaexyaot [Ml1. Imo eemepomyrvmumeprolli KoMniexc,
cocmosauwutl us mpex cybovedunuy: I, D u H, kodupyemoix
eenamu: CHLI, CHLD u CHLH coomsemcmsento. IH-
3UMAMUYECKAA PeaKyus HauuHaemcs ¢ hopmuposarus
Mg?*- u AT®-3asucumoeo komniexca cydvedunuy  u D,
Komopulll samem g3aumodeiicmsyem c cybovedunuyedl H,
ceazviearouedl 1. [Ipodykm peakyuuw — Mg-III1. Me-
MUAUPOBAHUE OCMAMKA NPONUOHOBOL KUCAOMbL 8 NO-
aoxcerun 6 makpoyurkaa Mg-IIIl, sedem k 06pasosarLLio
€20 MOHOMEeMuUA08020 Apupa. Peakuyuio ocyuecmsasem
pepmenm S-adenosur-L-memuonun: Mg-npomonop-
Gupun IX-memuampancgpepasa (Mg-protoporphyrin IX
methyltranspherase, Mg-PPMT), ucnoavsys S-adeno-
SuUA-L-memuoHun, Kak JoHOp memurbHolx epynn. Lluk-
ausayus moromemurosoeo apupa Mg-II (Mg-T1TIMD)
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¢ obpasosanuem OuBUHUANPOMOXAOpODUAILIUOG ——
mpexcmyneH4amas peakyus, KOmopyo Kamaiusupyem
okucaumenvras yukiasa Mg-npomonopgupur IX-mo-
HOMEmuA08020  aupa (Mg-protoporphyrin  IX
monomethyl ester cyclase, Mg-PPME).

Besakn CHLI u CHLD umetor B cBoem coctaBe N-KOH-
eBble Mg-ATO-cpasbiBatolme moayin AAA+ (ATPases
Associated with diverse cellular Activities), npu o6b-
e/lHeHUH (DOPMHUPYIOLIHE TPH JUMEPHBIX CTPYKTYpbI, KOH-
thopMalysi KOTOpbIX 3aBUCHT OT mnpucyTcTBus ATO unu
AJI®. Monekyna D-6enka COEpXHT MPOJHH-OOTaThHIi
yuactok u C-KOHIIEBOI OMEH HHTErpuH I, uepe3 KoTOpBHIil
POUCX0AUT 06 beiHe ke cyObearHuL [ u D ¢ o6pasoBanu-
em Kommiekca ATO-1-D (Lundqvist, 2010). Cy6beannuna
H o6pasyer kommnsiexce ¢ cyberpatom, casidbiBas 111 caou-
mMu N u C-koHlleBbIMU yuacTkamu. B orcyrersun [11 6esok
nozxsepraercst aerpanaund (Sirijovski et al., 2008). Pa6ora
(hepmMeHTa 3aBHCHT He TOJILKO OT Hanuust ATD, Ho 1 oT 11e-
JIOCTHOCTH MeMOpaH XJIOpOmJIacToB — (DYHKIMOHAJBbHbIH
komrieke MX accouunpoBaH ¢ MeMOpaHaMH 4epes pery-
astopublit 6esjok GUN4 (Adhikari, 2011). 9tot depment
CXOJleH ¢ GeJIKaMK, BOBJIEUEHHBIMH B OMOCUHTE3 JIBYX JIPYTHX
KJaCCOB MEeTaJIONOPPUPHHOB: KOPPUHOMIOB U (akTopa
F430, Bcee tpu cy6bennnnipr MX oprosiornunsl 6enkam Ni-
xesiatasbl (Beale, 1999).

[Tomumo BeIMOJIHEHHST pepMEHTATHBHBIX (PYHKIME MX
yuyactByeT B pacnpeienenun modsekya [T no agym 6uo-
CHHTETHUECKUM «BeTBSAM». [IpH CHMXKEHUH ee aKTMBHOC-
TH, He3anelictBoBanHbIl pepmentom [1I1 cranoBures cy6-
cTpaTtoM it GHOCHHTE3a reMa, KOTOPbIH, HaKam/juBasich
B u36bITKe, penpeccupyeT aktuBHOCTh GIUTR — nepsoro
tdepmenTa nytu 6uocuHTeda XJI. Tak Ha MeTaboHYECKOM
YPOBHE MPOUCXOIUT PETYJUPOBAHHE YPOBHS CHHTE3a MOJie-
Kys XJ1 (puc. 3).

[TepBbie nanuble 0 renax, kKoaupyioumx MX, nosiBu-
Juch B cBsisan ¢ obnapyxenueM ®I'K B renomax 6akre-
puit R. capsulatus v R. sphaeroides. OH BKJIOUAET 0OKOJIO
30 OPC, koropble OblIM KJIOHHPOBaHbI B COCTaBE IJ1a3-
MHUJI U MCMOJIb30BAHbl JJIsi CAUT-Creln(UIecKoro MyTare-
Hesa. biokuposanue tpex OPC npuBoanIo K NosiBJAEHHIO
mytantoB, Hakarsmpatoumx [T (Bollivar et al., 1994).
DTU TpH reHa noJyuuan Hassauus behD, behH w behl, a ko-
nupyemble umu 6eqk — BchD, BechH u Behl okasanunch
cybbenuuuiiaMu MX, MockoJsibKy B 3KCrepuMeHTax in vitro
JIEMOHCTPUPOBAIH (hEPMEHTATHBHYIO AKTHBHOCTb B TpH-
cyrerBun AT® u katuonos marnust (Gibson et al., 1995).
[enbl, Kopupytoue MX BbICHIMX pacTeHUH, OblIM HAHAEHbI
npu U3yueHHH OGeCXJOPOMUIBHBIX HHCEPLUHOHHBIX MYyTaH-
toB. ¥ T-IHK-myranta Ch42 (cs) apabunoricuca, WHa-
KTHBHPOBAHHBIM OKasajcst optoJor rena bchl manoit (I)
cyobenuunibl Rhodobacter (Koncez et al., 1990), a 'y my-
tanuta Antirrhinum majus (JbBUHBIA 3€B), MOJYy4eHHOTO
B pesyJbrate Tam3-TpaHCMO30HHOTO MyTareHesa, GJOKH-
poBanHblil TeH olive xoaupoBan 6ejsox CHLH Gosblion
cyOobenuuuipl MX (Hadson et al., 1993). Teneruueckue

UCCIeIoBaHUsT  0eCcX0POUIIbHBIX OPaHXKEBBIX MYTaHTOB
gesienot Bofopocaun C. reinhardtii mo3Boanan naeHTHOH-
MpOBaTh 2 reHa, 6JI0KHPOBAaHKUE KOTOPBIX BEJIET K HAKOTLIE -
nuto 11 B remuore, — CHLH v LTS3 (YekyHnoBa u KBuTKO,
1986; Wang et al., 1974). Myrauuu B rene CHLH Bbi3bIBasn
ru6eJib KJAETOK MPH OCBEIIEeHHH, a [{S3-MyTaHTbl COXpaHS/IH
CrIoco6HOCTD 3esieHeTh Ha cety. Kionnposanue rena CHLH
MoKasaJso, 4To OH KoaupyeT Gosbliyto cyOobeauuuiy MX,
a myrtauuu chll v brs-1 siBasiiorest BctaBkamu (+1) B 9K30-
Hax 9 u 10 sroro rena (Chekunova et al., 2001). ®akrop,
KOMpyeMblil reHoM LTS3, okaszasicsi peryjasiTopoM TpaHc-
KPHMILMK TeHOB, Koaupytoux 6enkn MX, — B TeMHOTe OH
akTHUBHPYeT ux sKcnpeccuio (Hekynosa, CapesbeBa, 2010).
Eciu renst CHLH v CHLD y apatunoncuca u C. reinhardii
OJIHOKOTIHITHBI, TO Majyto cyobeauuuiy CHLI y Hux, coot-
BETCTBEHHO, KOAUPYIOT iBa U Tpu rena: CHLI (1—2) w CHLI
(1—3), no-BUmMMOMY, TMOSIBUBIINECS B pe3yJbTaTe Jyr-
mikaiy (Apchelinov et al., 2007). Cy6benunnua CHLH,
a TakKe cyOCTpaT M MPOAYKT ee (hyHKIMOHUPOBAHHS
[TTT u Mg-T1I1, 3aneficTBOBaHbBI B MyTH Mepeaayn CUrHaI0B
13 XJ0POIJIACTA B A/IPO 32 CUET B3AUMOJIEHCTBHS CO CBAA3bI-
Batotum [1TT 6esikom GUN4 (Sobotka et al., 2008). Hecrio-
COOHOCTb K 00Pa30BaHUIO TAKMX KOMIIJIEKCOB y OOJILIIMHC-
TBa U3BECTHBIX MyTaHTOB 110 reHy CHLH apabuponcuca: cch
(P-642-L), gund (A-990-L) u brs- 1 xnamunomMoHapl Beaet
K GJIOKMPOBAHHIO 3TOTO CUTHabHOTO yTH (Masuda, Fujita,
2008). duroropmon abcuuzosas kucaora (ABK) nopasiis-
eT MeTaboJ/M3M (DOTOCHHTE3UPYIOLIEH KIeTKH, obecreunBas
aJlanTauuio paCTeHUH K HeOJTarONMPUATHBIM YCJIOBUAM CPEJIbI.
[Toucku peuenrtopo ABKy apaGujoncuca npuseJiu K Bbije-
Jienuto Oesika, Hazeannoro ABAR (abscisic acid receptor),
KoTOpbIi okasascs modiekysoit CHLH (Shen et al., 2006).
Addekra ceasviBannsg ABK ¢ H-cy6bemunuiiein MX sumens
He Obl10 ycraHossieHo (Miller, Hansson, 2009), u yuactue
3TOro OesIKa B TOPMOHAJILHOH PEryJ/sAlMH elle MPEACTOUT
BbIICHUTL. Maasi cyobennnuia MX — CHLI okazanach
CNOCOOHON CBAI3LIBATHCA € THOPELOKCUHAMH, Y4aCTBYIO-
LIUMH B peNIOKC-perynsiun 0eskoB xjoponaacta (Ikegami
et al., 2007). HenaBno nosiBu/Mch JaHHble O B3aUMOJIEHC-
teun CHLH u curma caxropa SigE, cBsizbiBaHne KOTOPBIX
y Synechocystis nuru6upyet Tpanckpunimio Sigk-3aBucu-
MbIX reHoB (Osanai et al., 2009). [To-sBuaumomy, CHLH —
KJI0Ue€BOH KOMIMOHEHT B myTH Ouocuntesa XJI. [Tomumo
BBIMOJIHEHUSA (PePMEHTATUBHBIX (DYHKILMH, OH y4acTBYeT
B riepejiaue CUTHAJIOB OT XJ0POIIACcTa K s1py, 3a1eHCTBOBaH
B TPAHCKPHUTILIMOHHON PEryJ/Isiliid U SIBJISE€TCS 3BEHOM B TIy-
TSIX TOPMOHAJILHOTO U PEJIOKC-KOHTPOJIS.

Ten behM, konnpytommiit Mg-PPMT, Bniepble bl Hail-
JieH B reHoMe R. capsulatus mpyu UHCEPLUHOHHOM aHaju3e
OI'K, — ero npoaykr B akcTpakrax E. coli meTuanpoai
Mg-T1IT (Gibson et al., 1995). OptoJior 3TOr0 rena —
chIM Bckope o6Hapyxumu y Synechocystis PCC 6803 me-
TOOM (DYHKIIMOHAJBHOH KOMIJIEMeHTalui MyTaHta bchM
R. capsulatus (Smith et al., 1996). CpaBHUTe/IbHO HEABHO
ren CHLM, xomupytoluil 3ToT hepMeHT y apaGuiorncuca,
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Obl1 HallleH KaK romoJior rena chiM Synechocystis sp, —
MHCEPLUMOHHBII MyTaHT 10 3ToMy reny Hakansusaa Mg-T1I1
n 6eqok CHLH wu nemoncTpupoBan BBICOKHH ypoBeHb
pernpeccuy siIEpHBIX T€HOB, Y4aCTBYIOIMX B (DOTOCHHTE3e
(Pontier et al., 2007). CHU)KeHHBIH YPOBEHb IKCIPECCHH
reHOB KOPOBBIX 6e/IKOB 06eHX (DOTOCHCTEM M CBETOCOOH-
palolIero KOMIIIEKCa YCTAaHOBJEH U sl 6€CXI0pOPUIBHBIX
MyTaHTOoB 1o reny CHLM C. reinhardtii, KoTopble B TEMHO-
Te HakanyuBamu cyoerpat pepmenta — Mg-T1IT u ruban
Ha cBety (Meinecke et al., 2010). Takxke kak 1 MX, cep-
MeHT Mg-PPMT B K/eTKe HMeeT «JIBOHHYIO» JIOKaJH3a-
1uio: B 060JI04Ke XJ0poriacta 1 B MeMOpaHax THJIAKOM-
JIOB B cooTHotlieHuu, 6n3kom K 1:30 (Block et al., 2002).
Haxannnsaiorcest 1aHHble, CBHAETENbCTBYIOIIHE O TECHOM
(husrueckomM B3aUMOJEHCTBUM 3THX (epmeHToB (Alawady
et al., 2005). [lpu onpenesenun TpeXMepHOH CTPYKTypbI
CHLH 6bly10 mokazano, 4To NPoyKT KaTaJuTHIeCKOH peak-
uun — Mg-T1IT noaBepraercst METHIMPOBAHHIO, OCTABASICh
cesizanHbiM ¢ CHLH (Sirijovski et al., 2008).

Mg-PPME y pactenuil u Bogopocsell akTHBEH TOJILKO
B MPUCYTCTBUH KHUCJOPOAA U MPH COXPAHEHHH 11eJOCTHOCTH
XJIOPOTIACTHBIX MeMOpaH. ¥ (oTOTpodHbIX GakTepuil ero
KOMpYeT reH aHaspoOHoro depmenta behE (Yang, Bauer,
1990). Ilpu myraunonHom anamuze PI'K nmypnypHoit Gak-
Tepun Rubrivivax gelatinosus 6bl1 nojydeH myTtant acsrk,
KoTopblit Hakamnean Mg-T1TIM3D B ycnoBusix aspoGHoro
pocTa, a mp1 aHa3poGHOM BbIpALIIUBAHUY He OTJIMYAJICS OT 1M -
koro tuna no yposHio XJI (Pinta et al., 2002). Hanpotus,
MyTallyH B reHe behE MpUBOAMIN K TAKOMY (DEHOTHITY TOJILKO
B aHa3pOOHbBIX YCJOBHSX WM TTPH HU3KOM cofiepzkanun O,
Jpoitnoit mytant acsF/bchE nakanansan Mg-TITIM3 npu
BCEX YCJIOBUSAX, ICMOHCTPUPYS, UTO 32 a9POOHYI0 M aHa3p00-
HYIO [MK/IM3aL{I0 OTBEUaloT pa3Hble reHbl. HykmeoTuanble
MOCJIeI0BATEBHOCTH THX JIBYX TeHOB OKA3aJNCh PA3JIHUHBbI,
TaKKe Kak M Xapakrep MX SKCMPECCHU: TPAHCKPHUIILHUS TeHa
acsF Obla 4yBCTBUTEJILHON K KUCJI0pOy, a bchE — He 3a-
sucena ot O, (Ouchane et al., 2004). Tax Gbin nosydeHb
reHeTHUeCKHe JI0KA3aTeJIbCTBA CYLIECTBOBAHHUS JBYX OMO-
CHHTETHUeCKMX MyTell umkauzaunn Mg-T1TTIM3: aspoGHo-
ro U aHaspo6Horo. Oprojiorn «aHaspoOHOro reHa» bchE
HE Ha{JeHbl Y 3€JIEHBIX BOJAOPOCJEH M BBICIIMX PACTEHHH.
[TocnenoBaTeibHOCTH, TOMOJIOTHUHbBIe TeHy AcsF oGHapy-
JKeHbl y MHOTHX OpPTaHM3MOB, BKJIIOUasl MypriypHble Gakre-
pun, naHoGaKTepHu (3a HCKIIOUEHHEM CTPOTOTo aHaspo-
6a Chlorobium tepidum), 3enenble BOAOPOCTH H BBICIIHE
pactenusi. B renome C. reinhardtii ectb Ba oprojiora reHa
AcsF: Crd1 v Cthl (Moseley et al., 2000), a y apabunorcu-
ca Tosibko onuH — CHL27 (Tottey et al., 2003). [TepBuuHas
CTPYKTYypa MpojiyKTa reHa AcsF no3BosisieT oTHeCTH (epMeHT
K KJ1acCy MeTaslIoCOAeP KaIInX MOHOOKCHT€Ha3, K KOTOPBIM
TaKKe OTHOCSTCS a3pobHble KOMPOnoppupHHOreHOKCHAA3a
(HemF) v pubonykieotunpenykrasa (NrdB) E. coli.

Y 6osblnHCTBA (hoTocHHTeTHKOB XJla mpencraBnsier
co60li reTeporeHHyI0 CMeCh MOHO- H ITUBUHUJIBHBIX (POPM MO-
JieKyJ1, (UHANBHAS KOMITO3HIIMST KOTOPBIX 3aBUCHT OT BHAA,

YCJIOBUI POCTA U CTa/iuK pa3BuTHs opraHuama (Rebeiz et al.,
1994). KonBepcuto 3,8-1MBUHUI-TETPANUPPOJIOB 10 3-MO-
HOBHHWJITETPAMHPPOJIOB OCYIIECTBAsIET (PepMeHT 3,8-THBH -
HUJITTPOTOXJIOPOUIHI-8-BHHU PElyKTa3a, KOAMPYEMBbIH
revom DVR (Nagata et al., 2005).

3.2. 3aknrouumenvnvie cmaouu cunmesa XJ1

OHHM BKJIIOUYAIOT BOCCTAHOBJIEHHE MPOTOXJ0POPUIIHIA
(I'Tn) no xnopocunuaa (XI1) u sTepudukamio ero GuTosoM
¢ o6pazoBanuem XJ1.

[Ipespauwerue 110 8 X/I kamaarusupyrom dse pasaiut-
Hote [10-oxcudopedykmasor: ceemoaasucumas clIOP
U pynkyuonupyowuli 8 memrome xomnaiexc mlIOP.
Y eonocemerrolx, MX08, AUUALHUKOS, B000pOCAeLl 1L 3y -
baxmepuil, oba amux gepmernma onpedeasiom cnocoo-
HOCMb 3eeHemsb KAk Ha csemy, mak u 8 memHome.
I8010UUOHHO DO MOAOJbLe NOKPLLINOCEMEHHbLE PAC-
menus ympamuau mIOP, u npu pocme 6 memrome oHu
dopmupyrom smuoiuposarrole pocmku (Jceamole, Ha-
kanausawowue [10). Csem axmusupyem cl[IOP, zanyc-
Kaa npoyecc seaerenus — curmes X/[ u daree XJI. Xomsa
0ba epmerma 8o1NOAHAIOM O0HY PYHKYUIO — pedyK-
Yuto 080UHOL c8a3uU 8 [V RUPPOLLHOM KOAbUE MAKDOYUK -
AQ, OHU PASAULAIOMCS CIPYKMYPHO U NO MEXAHUIMY
deticmsust. [lTocaednutl aman hopmuposarnus mMoreKyaol
XJI — amo amepugurayua gumorom — npucoedure-
HUe QUMOAbHO2O «XBOCMA» K OCMAMKY MPONUOHOBOLL
Kkucaromot 6 nosuyuu CI17.

Ten POR, xomupytotnii hotosnsum cl1OP, Bnepsbie Gbl
KJIoHUpoBaH y siumens (Schulz et al., 1989). Asropam yna-
JIOCb BbIIEJIUTh (i)epMeHT U3 JIUCThEB paCTeHI/Iﬁ B KOJIMYECTBE,
JIOCTATOUHOM /LISl CO3/1aHUS] aHTHTEJT, KOTOPbIE Jlajiee HCTTOJIb-
3oBasu /15 u3ogsud rena POR u3 k[IHK skcnpeccupyto-
et 6UGJIMOTEKH METOOM UMMYHOeTeKUMH. [To3aHee sToT
reH OblJ1 HAH/IEH 110 TOMOJIOTHH Y PA3JIHYHBIX PACTEHUI: TTLIe-
HHIIbI, OBCA, ropoxa, apabujiorncuca, cocHbl u Jip. (Reinbothe,
1996). Mcropus ero kinonuposanus y C. reinhardtii cBsizana
¢ MyTaHTaMK KJacca yellow (2KeNTblil B TeMHOTE, 3eJIeHbIH
Ha CBeTy). (DQHOTI/IH TAKOro TeMIepaTypouyyBCTBUTEJ/IbHO-
ro myrtaura y-I—4, Hecrnoco6HOro 3eJieHETh HAa CBETY TMpPH
PECTPUKTHUBHON TeMIepaType, 0Ka3aJjcsi pe3ysibTaToM OjHOM
MyTaluu pC-] — CABUTY PaMKH CHUTbIBaHUs B s1/ICPHOM I'€HE
PORI, konupytouiem cITOP (Li, Timko, 1996). B reHome
apabuJoncrca HalIeHo HECKOJIbKO MapajioroB TOr0 reHa:
PORA, PORB, PORC (Oosawa et al., 2000), Takxke kak
uy sumens (Holtorf, Apel, 1996), 1 HeKOTOpPBIX rosloceMeH-
ubix (Skinner, Timko, 1999), a y unano6akrepuit 1 XJaMu10-
MOHAJbI OH YHUKaJIEH.

C. Ipanuk (Granick, 1959) mepBeiM 06HapyKHJI, 4TO
nobasnenne sk3orenHoil AJIK k pactymum B TeMmHOTe
9TUOJIMPOBAHHBIM  MIPOPOCTKAM, BbISbIBAET HaKOIJIEHUE
npenecrsennnkos XJI (ot T no Iln). Ilosmnee 6viio
YCTaHOBJICHO, YTO ME€XaHu3M, B HOpME HpenﬂTCTBy}OLU.Hﬁ
HaAKOIIJIEHUIO 9THX le)OTOTOKCI/I'-leIX COQ[LHHEHHﬁ, COCTOHUT
B oOpaTHOM uHruoupoBanun cunresa AJIK mporoxsmopo-
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dunnuaom (puc. 3), u obHapyxeH Oesnok FLU, KoTopblii
uepe3 B3aumojeiicrere ¢ pepmertom GluTR uHruéupyer
cunre3 AJIK (Meskauskiene et al., 2001). MyrauTbl apa-
6uorncrca ¢ HapylIeHHOH peryasiuei XJa0poduanobpazo-
BaHHUs HAKaIJINBaJIU B TEMHOTE H30OBITOUHOE KOJUYECTBO H[L
1 UMeJIM MOBBLIIIEHHYIO aKTHBHOCTH CHHTE3UPYIOUIHNX A.HK
thepmenToB. Onu Oblu HasBaubl flu (fluorescent), us-3a sip-
KO-KpacHol uiroopectieHId 11 npu o6sydeHUH 3THOJH -
POBAHHbIX MPOPOCTKOB CHHUM CBETOM (A, .0 ), M HEC/IH
asjiesibHble MyTalluu B siiepHoM rene FLU. st ero uzodsi-
UK HUCIOJBb30BaJIM CTPATEruio MNO3UIUOHHOTO KJIOHUPOBA-
HHSl U YCTAHOBUJIH, YTO 3TOT F'eH KOJUPYET OEJIOK pasMepom
316 amuHokucsoT. Bekope Ba 6eska, romodioruunbie FLU,
Obld Haitnenbl ny C. reinhardtii. Dt 6enkn FLP (Flu-Like
Protein) nporskeHHOCTBIO 373 1 386 aMHHOKHCIOT — pe-
3yJIbTaT aJIbTEPHATHBHOTO CIJIAHCHHTA TPAHCKPUITOB Al€eP-
Horo rena FLP (Falciatore et al., 2005). UmMyHozeTeKIIMS
okKagasa, 4To OHH JIOKAJM30BaHbl B MeMOpaHax XJoporl-
JlacTa M CMOCOOHBI CTElU(HUECKH CBS3bIBATL (hepMeHT
GIuTR, wunrubupyst cunres AJIK. Dkenpeccust rena FLP
NO3UTUBHO PEryJnpyeTcst CBETOM, a B YCJOBUSIX TEMHOBOTO
pocta — uHTepMeanaTaMu GrocuHTe3a xaopoduina: [T,
Mg-T1ITu I1n. ¥ onucannoro euie B 1974 roay myraHra siu-
MeHs tigrina-d, nakanauBatouiero [ B Temuore (Nielsen,
1974), 3aTpoHyTbIl MyTalMel TeH, OKasaJcs OpTOJOTroM
rena FLU apatunoncuca (Lee et al., 2003).

OO6HapyKeHO Tpu TeHa, oOecrneuuBalolMX MpeBpalle-
nue In B temuore. ¥ Reapsulatus oun Gbljii 0603HaYEHbI
Kak: behB, behl v behN, a ux opToJiory, no3aHee HaklIeHHbIE
B IeHOMaX XJIOPOTJIACTOB 3YKapHOT, TOJYUHIH HA3BAHHSI:
chiB, chlL w chIN. 9Tn reHbl KOUPYIOT TPHU CYObENHHILBI
(B, L, N) depmenta TI1OP, aMHHOKHCIOTHBIE TTOCTEI0BA-
TEJILHOCTH KOTOPBIX CXOIHbI ¢ cyObenunutamu: NifK, NifH,
NifD nurporeHasbl cootBeTcTBeHHO (Armstrong, 1998).

Henasho y R capsulatus Ovln HaiiieH elile OJMH, IM0-
JOGHBIF HUTpOreHa3aM (epMeHT, y4acTBYIOUMI B OHO-
cuntese bXJla — XJla-okcurenasa (chlorophyllide
oxydoreductase, COR). Tpu rena: BchX, BchY, BchZ
3 OI'K 6axrepun Koaupyior ero cyobemunnibl (Nomata
et al., 2000).

DepmMeHT, 0CylIeCTBAAIOUIMI TPUCOSTHHEHHE PUTONBHO-
ro «xBocta» K MoJiekysie XJ1, Obii BbiiesieH u3 R. capsulatus
¥ Ha3BaH G6aKTepUOXJIOPOUIIT a-cuHTeTa30H. Hafinen 6b11
v Koppytolnii ero red BehG (Bollivar et al., 1994). Brnioc-
JieficTBUH B reHoMax C. reinhardii v BEICIINX pacTeHHH OblIH
oGHapyXeHbl ero oprosorn — CHLG (Garcia-Gil et al.,
2003).

®uron — mononenachiennbii cnupt (C,  Hy,y OH) —
cuHTe3upyeTcst M3 repanuarepanun-gugocdara (I'T-1AD),
KOTOPBIH TIO/[BEpraeTcst pelyKInn (pepMeHTOM repaHu/repa-
HUJIPEYKTAa30i ¢ o0pasoBaHneM putui-audocdara (huru-
JI®). Ou xomupyetcs renamu: behP/CHLP (y 6akrepuii 1 3y-
KapHOT COOTBETCTBEHHO) M YUaCTBYeT TaKKe B OGHOCHHTE3e
KapoTHHOUIOB. XJI-cuHTeTasa B KayecTBe cyOCTpaTa MOXKET
MCT0J1b30BaTh 00a usomnpena: putuia-J1d u I'T-/1D.

Ha TunakouaHbix MeMOpaHaX XJOPOMJIACTOB CBETOBas
sHeprusi aacopbupyetcst csetocobupaionmmn [TBK aByx
dotocucrem. Tunnunbiii anomporenn [1BK2 cBsisbiBa-
erT 17 MOJIeKysl THIMEHTOB, H3 KOTOPBIX 3 — KapOTHHOM-
Jbl (kcanTodusibl) 1 14 Mosiekys xnopodusios (8 — XJla
6 — XJIb).

XJI6 — nonosHUTENbHBIF MUIMEHT PacTeHnH, BOIOPOC-
Jell 1 npoxopodut, 105t Kotoporo coctasasier 15—50 %
ot obutero conepxkanus XJI. B npoyecce eeo buocurme-
3a NPoUCXO0UM NOCACOOBAMENbHOE 08YXCMYNEHYAMOe
OKUCAEHUe MeMUAbHOU epYnnol 8 ROAOMEHUL 7 MAK-
pouyukaa do ¢opmurorotl. Peakuyuio kamaausupyem
gepmenm  xaopoghurrud/xropoguis  a-okcueenasa
(chloropyllide/chlorophyll a oxygenase, CAO) & npui-
cymemasuu Kucaopoda. Cybecmpamom 0asi Heeo moeym
cayacumo kak XHa, mak u XJla.

MytanTsl 6e3 xjopoduina «6» BnepBble ObLIN MOJY-
ueHbl Ha apabunoncuce (Hirono, Redei, 1963). [TosnHee
MX HALLIM Y MHOTHX JIPYIUX BBICIINX PACTEHHH, BKJIOYAsT
STUMEHb, KyKypy3y U puc. [eHeTHuecKuil aHaIu3 Takux My-
TAHTOB SIUMEHs MokasaJi, yTo K yrpate XJ16 Benyt myra-
[IMH U3 OJIHOH IPYTIbl KOMIJIEMEHTALIMH, CBUIETENbCTBYS,
uTo cUHTe3 XJ16 KOHTpOJIMpYeTCs OJHHM TIeHEeTHUeCKUM
JgokycoM (Simpson et al., 1985). IlepBbiil MyTaHT xJ1a-
mugomMoHaabl 6e3 XJ16 6bi1 onucan B 1976 roay (J1aubi-
rut B.[%, 1976), a ruGpuosiornueckui aHan3 nojgoOHbIX
MyTaHTOB [0Ka3aJ, uto oTcyrcTBUe XJIO6 00ycsioBIeHO
pelleCCUBHBIMU MyTalUsIMU B siiepHoM reHe Cbnl (Mup-
Hasg u jap., 1990). ITocne mosnexkynspHoil WaeHTHDHKA-
MU C TIOMOIIIbI0 HHCEPUMOHHBIX MyTaHTOB C. reinhardii,
He CMOCOOHBIX CHHTe3upoBaTh XJ1O, reH mosyuns Ha3Ba-
nue CAO (chlorophyll «as» oxygease) — 10 KOAUPYeEMO-
My epMenTy Xa10pohH/IUI/XI0PODUIT a-OKCHIeHa3e
(Tanaka et al., 1998). B nanbHeiiliem ero HyKJI€OTHIHYIO
MOCJIEN0BATENBLHOCTD MCIOJIb30BAIM /I TOUCKA TOMOJIO-
THUHBIX TeHOB y JIpyrux o6bektoB. Cunred XJ16 B pactu-
TeJIbHON KJIEeTKe PEryJUpyeTcsl Ha YPOBHE TPAHCKPHIIHUH
rena CAO W mMOCTTpPaHCASIMOHHO, — H3OBITOUHOE €ro
HaKOIJIeHUEe 3aMyCKaeT MeXaHU3M MPOTeaNTHTHUECKOMH Jle-
crabuan3alnu hepMeHTa XaopornaactHoit nporeazoit CLP
(Tanaka, 2007).

KATABOJIN3M MOJIEKYJT XJIOPO®UITTIOB

Herpanauuto XJ1 nabmionaior Kak norepio 3ejeHoH OK-
packu (MoxesTeHUe ) B pa3Hble MEPUOJbl KU3HH PACTEHUI:
BO BPEMsl CTapeHHsl, CO3PeBaHHUsl MJI0JI0B U/ W/ TIPH THOeH
JIUCTBEB OT BHEIIHHX (haKTOPOB, BKJIOUAS SKCTPEMaJbHbIE
TemiepaTypbl M BO3[eHCTBUS NartoreHos. bolictpoe pas-
pyuienre ceo6oanbix XJI — aganTuBHOE CBOWCTBO, KOTO-
poe TIpenoTBpallaeT (HOTOAMHAMHUECKHE MOBPEXKIEHHS,
Cr10coOCTBYSl BbIKHBAHHMIO KJIeTKH. EKerogHo Ha nuanere
nojBepraercsi pacnaay okoso 1,2 munnuapnos ToHH XJI
(Hendry et al., 1987). B ugyueHnu MexaHu3MOB 3TOTO MpO-
ecca pellarolylo poJib Chilpaii MyTaHTbl ¢ HApYyLIEHHbLIM
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Puc. 5. I1ytu nerpanaunu mogekyn xmaopodunios (XJI). B pamoukax ykaszanbl ¢pepmenTsl: xaopocuaiaza (CHL), maruuii-nexe-
jatasza (-Mg?*"), peodurnnaza (PPH), deodopoun a-okenrenasa (PAO), penykrasa kpacHbix kataboantoB XJ1 (RCCR),
xnopodun 6-neruaporenasa/peaykrasa (NYC1), u xnopoduan 6-peaykrasa (NOL)

KaTaboJM3MOM MHUIMEHTa, HCCJIEI0BAHUST KOTOPBIX MO3BO-
JIJIH OOHAPYKUTh (hepMeHTbI Aerpanatuu XJ1 (puc. D) u Ko-
Jupytonine ux retbl (Hortensteiner, 1999; 2006).

XJI paspyiaercsi 10 BOAOPACTBOPHUMBIX O€CIBETHBIX
(opM, KOTOpble HAKaMJIMBAlOTCS B Bakyossix. [1pomykrsl
ero pacraaa OblIH yCTAHOBJEHBI XPOMATOrpahHuecKn MpH
CPaBHUTEJIbHBIX HCC/IE0BAHUSIX TUTMEHTHOTO COCTaBA JKeJ-
TEIOLMX B TEMHOTE (B TMpOLECce CTApPeHHs1) HOPMaJbHBIX
pacTeHuil MU MYTaHTOB Sfay greer, COXPaHSIOUIMX B 9THX
YCJIOBHSIX 3eJieHylo oKpacKy. Cpemu MHOXeCTBa TPOyK-
ToB jerpagauuu "C-meuennbix XJ1 Obuin OOGHApy:KeHbI
TP (DOPMBI, KOTOPble HAKAMJIHBAJMNCh B JIHCTbSIX MyTaH-
TOB: (DUTONBI, KpacHble BOJAOPACTBOPUMBIE TETPATTHPPOJIBI
1 GecupeTHble KaTaboauTbl XJI, npencrasjieHHble 1BYMs
rpynnamMu — duiyopecuupyiolye 1 Hedayopecuupyone
(Matile et al., 1996).

Oo6pa3oBaHue oOKpalleHHbIX KaTa6oauToB XJ1

Herpanauus XJI HaunHaeTcss ¢ MOTEPH <PUTONLHOTO
XBOCTa» U LIEHTPAJIbHOTO aTOMa MarHus, B pe3yJsibTaTe uero
06pasyloTcst CBeTJIO-3e/IeHble MUTMEHTHl  (PeoopOH/IbL.
Xnopodunnasa (chlorophyllase, CHL) — oi1H 13 nepBbIx
thepMeHTOB, BbilesieHHBIX M3 pactenuit (Willstatter, Stoll,
1913), oTuiensisier putost ot Mosiekya XJI u peopuriHa —
XJI, mumennbix maruust. K koniy XX Beka 310T 6e/10K Obl1
13yuyeH MeTolaMu OUOXUMUH, ¥ KOJUPYIOLILHE XJI0PO(HUIIa3y
retbl apabunoncuca (A{CLH1 ) v aumona (CHLASE ) 6bun
WIEeHTH(OUIIHPOBAHBI HA OCHOBE MEPBUUHON CTPYKTYPbI 3TO-
ro 6esika (Tsuchiya, et al., 1999; Jakob-Wilk et al., 1999).
[To3nHee Oblia HaiieHa ellle ojiHa XJopodutaza apatu-
joncuca — CLH2, u nokazaHo, 4To MyTaHTb, JIMIIEHHbIE
o6oux epmeHTOB, crnocoOHbl K aerpanauud XJI (Schen
et al., 2007). DTu jaHHble 3aCTaBUJIM BHOBb Ha4yaTh MOUCK
thepMmeHTa XJI0poMnaacTa, HeoOXOAUMOTO Jis KataGoanu3ma
XJI Bo Bpemst crapens iMcTheB. Takoit 6es0k — deodu-
tuHasa (pheophytin pheophorbide hydrolase, PPH), Gbl1
HaiiieH Osarofaps MetojgaM GHOMH(OPMATHKH U 0OpaTHOM
reHetukd (Schelbert et al., 2009). 3uas dyHkMK hepMen-
Ta, aBTOPHI HALILIH B IPoTeoMe apabuaorncuca 462 o/B-ruz-
poJsiaz, u3 Kotopblx 30 MMeJH XJOPOMIACTHYIO JIOKAIH3a-
uuto. Cpeln KOAMPYIOUIMX MX TE€HOB TOJIBKO TPH AKTHBHO
IKCTPECCUPOBAJIUCH B MEPHOJ, CTAPEHUS, H MHCEPIIHOHHOE
(T-AHK) 6s0knpoBanne oHOro U3 HUX BEJIO K MyTaHTHOMY

(stay green) denoruny. OKasajoch, UTO TOT paspylleH-
HBIH BCTaBKOI red — PPH, KopupyeT pepMeHT, CocoOHbIH
OTIIETIATH (DUTOJ OT PeOPUTHHA — He CofleprKAalllUX Mar-
Huit MoJiekyJ XJ1. O6Hapyxenue heoUTHHA3bI TTO3BOJIUIO
MPEJNOJIOKHTh, 4TO Aerpanatust XJI HauMHaeTcs: ¢ moTepu
Maruusi, a o6pa3oBaBIINACS MPH 3TOM (PeOPUTHH TepsieT
turos, npeBpatasicb B deodopbus, nos aericteuem dep-
menta PPH (puc. 5).

HabsTe Maruus U3 noppupuHOBOro KoJiblia OCyllecT-
BJISIET MarHui-fexesnartaza. K Hacrosiiiemy BpeMeHH 3TOT
(bepMEHT He BbIJIesIEH, XOTsl HAKOIJIEHbI JIdHHbIEe 00 €ro aK-
TUBHOCTH U JioKasn3atuu (Suzuki et al., 2005).

Oo6pa3oBaHue HeOKpalleHHbIX KaTa6oauToB XJ1

[Torepst 3esieHOll OKpackM JIMCTbEB B Mpoliecce Je-
rpagamun XJI cBsizana ¢ «pacKkpeITHEM» MOP(HUPHHOBOTO
KoJiblia peodopouia Mexay MUpposbHbIMU KoJiblaMu [ u 11
tdepmentom eoopbun a-oxcurenazon (pheophorbide
A oxygenase, PAO) ¢ o6pa3oBaHueM KpacHbIX KaTaGoJiu-
ToB XJI, KoTOpbIe aee pa3pyuIaloTes peayKTa3on KpacHbIX
katabosutoB XJI (red chlorophyll catabolite reductase,
RCCR). MyTaHTBI 10 3THM 3Tanam, Kak mpaBu/Io, IMeIoT (pe-
HOTHT Stay green. [ Ipnunnoii mogo6HOro heHoTHMA Y MyTaH-
ta puca (Oryza sativa japonica) crana peliecCHBHas MyTa-
1IMs1 B TeHE, COOTBETCTBEHHO Ha3BaHHOM SGR — stay green
(Cha et al., 2002). Bekope Gbliy HafiieHbl €10 OPTOJIOTH:
y OBCSAHMIIBI IyroBoit (Festuca pratensis) — Senescence-
induced-deficiency, apabunoncuca — Non yellowing,
y TomatoB — Green fresh v nepueB — Chlorophyll retainer
(Armstead et al., 2006; Barry et al., 2008). [TpuuuHo# MeH-
JIEJIEBCKOTO TIPU3HAKA 3€JIe€HOH OKPACKH CEMsTH ropoxa TaK-
»Ke oKazaJsiach mytaius B rene SRG (Armstead et al., 2007;
Sato et al., 2007). C ncnonb3oBannem CTpaTeruu MO3MIH-
OHHOTO KJIOHUPOBaHHS ObLI0 YCTAHOBJIEHO, YTO O€JIOK puca
SGR He sBsercs, kak oxunanock, pepmenrom PAO, a pe-
rysupyet katabosuam XJ1, paspyiiasi XJ0poguJiiI-CBsA3bIBa -
tote 6esiku [TBK2 (Aubry et al., 2008).

PAO — 3zaBucHMasi oT KUCJIOpoAa W (heppesoKCHHA
MOHOOKCHreHa3a, HanboJjiee aKTHBHAsi B IEPHOJ CTape-
HUS1 JIMCTbEB, Obla HalileHa NP aHaju3e MyTaHTOB: acdl
(accelerated cell death) apabunoncuca u lls] (lethal leaf
spot) kykypysbl (Gray et al., 1997; Pruzinska et al., 2003).
B YCJIOBUSAX BbISBAHHOTO TEMHOTOH CTapeHHus ux JIMCTbs CO-
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XpaHsIJIH 3eJIeHYI0 OKPACKY, a Ha CBETY MOKPbIBAJIHCh HEKPO-
THUYECKHUMH TMATHAMHU H3-3a HAKOIJIEHUdA C]I)OTOXI/IMI/I‘{GCKI/I-
akTHBHOrO (eoopbuna «a». OGHapyKeHHe ellle OHOTO
THIIA MyTAHTOB PUCa, COXPAHSIOLIMX 3€JeHYI0 OKPACKY TpH
MOMEIIEHHH B TeMHOTY: nycl v noll —3, ux KapTUpoBaHHe
1 MOUCK I'€HOB, 3aTPOHYTbIX MyTallUsIMH, TIPUBEJIM aBTOPOB
K 3akouenuto, uro renbl: NYCI (non-yellow coloring)
u NOL (Nycl-like) KoaupyroT KOPOTKOLIEMOUEUYHYIO XJIO-
poduI 6-eruaporenasy/penyKrasy H xaopodun 6-pe-
JIyKTa3y COOTBETCTBEHHO. ITH MJACTHAHbIE (EPMEHTDI
B3AUMOJIEHCTBYIOT (71 VIVO U, MO-BUAUMOMY, 00€CIeunBaloT
npespaiienne XJI6 B 7-ruapoxcumernn-XJla (Kusaba et
al., 2009).

[enernyeckue ncce10BaHus MPolleccoB aerpaaayu XJ1,
HayaBLLIHeCs B caMOM KoHLe XX CTOJIeTHsI, ceilyac HaxosIT-
Cs1 Ha TOH CTA/IUH, KOT/Ia BCe (hepMEHThI 3TOTO MyTH HAF/IEHBI.
HpeIICTOHT BbIsICHEHHE MEXaHU3MOB UX PETYJIALNH B Pa3Hbie
NEePUOJbl 2KU3HECHHOTO 1HKJ1a paCTeHHﬁ, Mpu agantaiunu ux
K 9KCTpeMaJibHbIM BHEUIHUM YCJIOBHUSM W 3allIUTE OT MaTo-
renoB. PynaamentanbHele paGoThl B 3TOH 06/1aCTH HMEIOT
1 OYEeBH/IHbIC MPUKJIaAHbIE aCTNIEKTbl — OHU OTKPbIBAIOT BO3-
MO>KHOCTH MYyTEM T€HETHYECKHX MaHI/Il'IyJTﬂLLI/lﬁ 3aMeJIAThb
WJIH YCKOPSATh CO3pEBaHHUE TUIOJIOB H COXPAHATH 3eJIEHOH OK-
packy JINCTbEB BO BpeMsi INTUTEJIbHOTO XpaHEHHUSA paCTeHHﬁ.

OBOJIIOLNOHHBIE ACTIEKTbI METABEOJINISMA
XJIOPO®UIIIIOB

DBOJIOLHST T€HOB, KOHTPOMHUPYIOUINX (DEPMEHTH MeTa-
6oam3ma XJI, mo-BuaMMoMy, 11171a MO MyTH NPUCTOCOOIeHUsT
K H3MEHSIIOUMMCST YCJIOBUSIM BHEIIHEH CPeibl U pelleHHs
«BHYTPEHHHX MpOoOJIeM», TJIaBHOH M3 KOTOPBIX CTaja 3a-
IIMTa OT (POTOAMHAMHUYECKOTO JIeHCTBUSI CBOOOMHBIX MOP-
thupuHoB. B coorBeTcTBUHM ¢ Teopuell BepkHepa u Map-
waJjia (Berkner, Marshall, 1965), He yrpaTuBiue# cBoei
AKTYaJIbHOCTH 110 Ceil JieHb, (POPMBI CYIIECTBOBAHHUST GHOTHI
M ee 3BOJIOLHS ONpPeNeNsIoTCs COCTOSIHMEM aTMOChepsl.
[lo naHHBIM MaEOHTOJIOTHH, 3aPOXKIECHHE JKU3HH MTPOU3OLLI-
Jio B apxeo3oe (okosio 4,0 MUJIMAPIOB JIET Ha3afl), U nep-
BbIMH OOUTaTeNsIMH 3eMJi OblJIM aHa9pOOHbIE TeTePOTPO-
(bBI, KOTOpBIE CYIIECTBOBAIH B YCJOBUSIX GECKUCIOPOAHON
BOCCTAHOBUTENLHON aTMocdepbl moj coeM Bojbl 10—50 M,
3alIUIIABIIEM HX OT TYOUTEIBHOTO AEHCTBHUSI 2KECTKOTO yJIb-
TpacduoseroBoro uamyuenus (Mopaanckuit, 2001). Okoso
3,4—3,2 MunInapaoB JieT Hasag HEKOTOpble M3 HHUX MPH-
00peJsin CrocoGHOCTb K aHOKCHUI€HHOMY (DOTOCHHTE3Y, OCY-
1LIECTBJSIEMOMY OJIHON poTocHcTeMOi 1. JIOHOPOM 3J1€KTPO-
Ha TIPH TaKOM (OTOCHHTE3e OOBIYHO CJy:KHT CEPOBOJOPOT,
a MPOJYKTAMHU BbIAEJIEHHs] — cepa Wn cysbdar. s yTu-
JIU3ALUKU CBETOBOH SHEPTUH JApeBHHE (POTOTPOPBI HCMOMb-
30BaJI POJOTICHH, COXPAHUBILIMICS Y COBPEMEHHBIX Tajo-
thuToB, 1 60see sddexTrBHBIE TeTpanmuppossl bXJI — npu
XJOPOUILHOM (POTOCHHTE3E HA OJIMH MOTJIOIIEHHbIH KBAHT
uepe3 MemMOpaHy nepeHocuTcst He oauH HoH H+, Kak npu
POJIOTICHHOBOM (poToCHHTE3E, a iBa ( Ckynaues, 1997). Ou-

JIOTEHETHUECKHUI aHAJIM3 MarHMeBOH BEeTBU OMOCUHTE3a TET-
panuppoJIoB MO3BOJMUJ YCTAHOBHTb, UTO HauboJee ApeBHHE
dotorpother — 3TO myprypHele H6akrepuu (Xiong, Bauer,
2002). «M3o6peraTesiiMi» OKCUIeHHOTO (POTOCHHTE3a CTa-
JI1 1IMaHoOaKTepHH, KoTopble 2,6 MHUIHAPAOB JET Hasaj
HAy4YHJIMCh HCTMOJB30BATh BOJY B KauecTBE JIOHOPOB 3J€K-
TpoHoB. DoToXHUMHUECKOe pa3/ioKeHHe BOJbl B Tpolecce
MX OKH3HEJESITENbHOCTH  COMPOBOXKAAIOCH  BhIIEJeHHEM
kucaopona (Battistuzzi, 2004), n nau6onee s3pheKTHBHBIM
CpeacTBOM HeleTpaJ'lI/BaLll/ll/I TOKCHUYHOTO  MOJIEKYJISIDHOTO
KMCJIOpOJIa CTaslo KUCIOpOoHOe jbixanue. MHtepecHo, uto
LLeHTpAJIbHBINA OJIOK CHCTEMbl a9POOHOr0 JbIXaHUsT — 1eMb
rnepeHoca 3JMeKTPOHOB — cOpPMUpPOBANACh y IHaHOOaKTe-
puii (M y psja JApyrux, B TOM UMc/e MyprypHbIX GakTepHil)
Ha OCHOBE 3JIEKTPOHHO-TPAHCMOPTHON LieNH (POTOCHHTE3A.
CHauana, no-BHANMOMY, OCYLIECTBJISIOCh MPOCTOE «CIKH-
raHne» OpraHuku ¢ eﬂl/IHCTBEHHOIjI LEJIbIO O6GSBpQILI/ITb KHC-
Jopoz. JInib B frasmbHedeM Oblla OTKPBITA BO3MOXKHOCTh
cunresnpoBath ATO B 3T0M npotecce. C yBesHueHHEM KOH-
LIeHTPallMi aOMOTeHHOr0 KHCJI0poAa B aTMocdepe 10 Tak
HaseiBaeMol «Touku [lactepa», Koraa ero copepxxanue ao-
cturio 1 % OT COBPeMEHHOro ypoBHsI, y GHOTBI MOSIBUJIAC
BO3MOKHOCTb HUCIMOJb30BATH B YHEPreTHYCCKUX LEJAX ad-
pPOGHYIO MCCUMUIIALMIO (JIbIXaHue ), KoTopoe B 14 pa3 a¢-
(hekTHBHEE aHA9POOHOTO GPOIKEHHUS.

B ucropun 3em/n M3BECTHbBI JIBa MEpHOAA PE3KOToO Mo-
BoilieHust Konuentpaunu O, B atmocdepe. Ileppas «kuc-
JloposiHasi katactpoda» (Touka [locrepa), npousotia npu-
MepHO 2,4—2.2 mapn sieT Hasan Gnarofapsi OKCHTeHHOMY
(oTocunTesy unanobaxrepuil. K stomy Bpemenn abuore-
HBIF KMCJIOPO, ChOPMHUPOBAN O30HOBBIH CJIOH, 3allUIIA0-
M 3eMJI0 OT COJIHEUHOTO YyJbTpaduoJieTa, YTo M03BOJH-
JI0 OOMTATENISIM TIAHETHI PACIIHPUTH TPOCTPAHCTBO CBOETO
oOUTaHUST — MOJIHATHCA B BEPXHHUE CJIOU OKeaHa. B sToT ne-
PHOJL BO3HHKAIOT TeHbl, KOAUPYIOLIHE a9pOOHble (DEPMEHThI:
Hemf, HemG, AcsF. Bropoii «KUCJI0pOIHbIE B3PbIB», OKOJIO
800—542 muiH JieT Ha3aj BbI3BaJI, M0-BUAMMOMY, <O3/HE-
KeMOpHICKH B3pBIB hopmootpazosanus» (Frei, 2009).

(DOTOCI/IHTQBI/Ipy}OLLlI/Ie 9YKapHOThI MOSABUJIUCDH Ha IJ1aHe -
te 1,5—1,2 MJapa JieT Hasaj B pe3yJibTate BTOPUUHOTO IH-
JocuMOMo03a ¢ uuaHoOakrTepusmMu. Haubosee BeposATHbIMU
NpeiKaMH MJIACTH/ CUUTAIOT a30T(HUKCHPYIOLIHEe LIHaHO6AK-
tepun Nostoc sp. u Anabaena variabilis (Deusch et al.,
2008). [TpeoGpazoBanue XJ1-conepxatiyx 6akTepHii B XJ10-
pOTIACTBI COMPOBOKIANOCH TePeHOCOM GOJBIIMHCTBA X Te-
HOB, KOHTPOJIHPYIOIMX peaKy (hOTOCHHTe3a U GHOCHHTE3
TetTpanuppoJos B spo (Bock R., Timmis J.N., 2008). [1pu
3TOM, T10-BHAMMOMY, TPOU30LILIA yTPaTa FeHOB LIHaHOOaKTe -
puit: bchE v behX, Y, Z, opToJIOTOB KOTOPBIX HET B FeéHOMAXx
sykapuoT. K npuo6peTeHusiM 3TOro BpeMeHH MOXKHO OTHeC-
TH TIOSIBJIeHHE a3poOHBIX (hepMeHTOB GHocHHTe3a XJ1b —
JIOTIONTHUTEIBHOTO CBETOCOOMPAIOLIETO MUTMEHTA.

CJielyrolinii BaxKHbIF 3Tal 3BOJIOLMH pACTEHHH —
BO3HUKHOBEHHE MHOTOKJIETOYHOCTH. Ee JaTupy-
I0T TOSIBJIEHHEM XapoBbIX Bojopocseil (Charophyta)
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450—410 maH sieT Hazan. Bbixos pactenuii Ha cyiy ok. 420
MJIH JIET Ha3ajl U3MEHUJT POPMbI UX B3aUMOJIEHCTBUS C OK-
pyxatotieit cpenoil. KonueHTpauus yraepoaa B atmocdepe
toro nepuoja (ox. 3000 ppm) 3HaUHTEbHO MPEBbILIAIA €r0
cerofusiHuE ypoetb (ok. 400 ppm), uTo CTHMyJHpOBA-
JIO pa3BuUTHE MexaHM3MOB (ukcauuu yriaepona (Beerling,
Berner, 2005). C 9TUM NMepHOIOM Tak»Ke CBSA3bIBAIOT MOSIB-
JieHue MeXaHuaMa cOpachelBaHHsl TAIIOMa, YCTAHOBJIEHHOTO
JJIs TpUMHTHBHOTO epeBa Archaeopteris, cyliecTBoBaBIe-
ro yxke 359—349 muin siet nazaj (Raven, 1986). KoniieHr-
palust yriepojia oCTaBasach BbICOKOH BIJIOTH 70 TO3AHETO
neBoHa (40—50 mJiH JieT Ha3aj1), a 3aTeM PE3KO CHU3UJIACD,
4TO TIPUBEJIO K 3aMeHe MUKPOMHINE MaKpohuInei (TMosiB-
JIEHHEM KPYTHbBIX JIMCTOBBIX TacTHH). [ToKpbITOCcEMeHHbIe
MOSIBUJINCH B lopckoM nepuojie ( 150 MJH JieT Hasaj), u cnyc-
T 120 MJIH JIeT 3aHSAIN JHAMPYOlLee TMOJIOXKEHHE B TJIO-
6asibHOM uiope. VX XJ10pomniacTHble FeHOMbI YTPATHJIH I'eHbl
chlL, B, N, konupytoue TITIOP (temHoByto [1n-okcunope-
JIyKTa3y) — MOCJIEHETO B psily (DePMEHTOB, BEYLIHX CBOE
TMPOUCXOXKIEHHE OT aHa3POOHBIX HUTPOreHa3 LHaHobaKTe-
puii, HO MPHOOPEH CIOCOOHOCTb K CTAPEHHI0 — Jerpana-
unu XJ1I v npeo6pazoBaHuIoO XJIOPOIIACTOB B 3THOIJIACT, Ha-
3bIBAaEMbIX B 3THX CJIyuasix repaHtornactom. [lTonarator, uto
9BOJIIOLMS TeHOB kaTaboJsu3ma XJI Hayasach ¢ nosiBJIeHHeM
9YKapHOT — KOJUpyeMble UMK (hepMEHTbI OblIH HEOOXO/IH -
MBI /7151 o6ecriedeHHst epexosia oT (hOTo- K reTepOTPOPHBIM
yeaoBusim (Thomas et al., 2009).

YBeJMUeHne CojieprKaHus KUCI0pPoAa B aTMocepe Bhl-
HY?K71a/10 (POTOCHHTE3UPYIOLME OPraHU3Mbl HCKATh 3alIUT-
HbIE MEXaHU3Mbl META00JIMYECKON U CHTHAJILHON PeryJIsluH,
MO3BOJIAIONIHE TPEJOTBPATUTL HAKOIJICHHE B MX KJETKaxX
CBOOOJHBIX (POTOPEAKTHBHBIX MOJIEKYJ TOPHUPUHOB. B X710+
poriactax XJI okazanuch cBa3aHbl ¢ 6eJIKaMU U KAPOTHHO-
WJIaMH, a Ha MEeTa00JHIeCKOM YPOBHE 3Ty 3aLIUTHYIO (PYHK-
1110 CTaJl BBIMOJHATH MEXaHH3M 0OPATHOTO HHIHOUPOBAHUS
MepBoOro mnpejiecTBeHHnka Terpanupposos — AJIK ko-
HEUHbIMU TIPOJYKTAMH CBETOHE3aBUCHMOTO OMOCHHTE3a —
[Tn 1 remom (puc. 3).

SAKJIIOHEHWE

CuHTe3 TeTpanupposIoB y pacTeHUi U BOAOPOCIEH Mpo-
UCXOIUT B IJTaCTUAAX, OTKY/ld OHH TPAHCIIOPTUPYIOTCS K MeC-
Ty cBoel Jiokasnsauuu: XJI ocralores B xJ10porJiactax, reMbl
1 CHUPOreMbl pa60Ta}0T BO BCEX KJIETOYHbIX KOMITAPTMEHTAX,
a (hUTOXpPOMBI — B LIUTOMJIa3Me U siape. Metabosuam ¢oto-
CUHTE3UPYIOLIEH KJIETKH 3aBUCHT OT (PYHKIIHOHAJBHOH aK-
THBHOCTH BCEX TETPANUPPOJIOB, GHOCHHTE3 KOTOPHIX HE0O-
xoqumo perymuposath (IOpuna n ap., 2012). Mexanuamsl
TaKoH PEryJsiiud KOOPAMHUPYIOT MHOXKECTBO MPOLECCOB,
BKJ/IIO4ast YTUJIU3alUIO CBETOBOH SHEPruu, TnoaAepKaHue
onTHManbHoro GanaHca cojep:kanus remoB u XJI, npeno-
TBpallleHHe HAKOTIEHHS] MOJIEKYJT CBOOOHBIX MOPHUPHHOB,
HasiaHc GHOCHHTE30B GEJKOB 1 MUrMeHTOB ( XJ1 hyHKIMOHM -
pyioT B cocrae [1BK).

Peanuzanyst reHeTHYECKUX MPOLECCOB, KOHTPOJHPYIO-
1ux Meraboau3M XJI, HaXOAUTCS MO CUCTEMHBIM KOHTPO-
JieM 1eJ1oro psija (hakTopoB (CBET, KHCJAOPOJL, CONAEPIKAHUE
caxapoB W T.JI.), ONPeeNsionnX (PU3HONOTHIECKOE COCTO-
SIHHE XJIOPOTJIACTOB, B KOTOPBIX OCYIIECTBASETCS (POTOCHH-
Te3. MceslenoBaHusl MyTaHTOB C HapyLIEHHOU peryJsiuuei
110Ka3aso, 4To (PU3HOJOTHUECKHIT CTaTyC XJIOponJacTa pe-
TYJIPYeT 3KCMpeccHio «(POTOCHHTETHUECKUX» T'eHOB sipa
4yepe3 CHUTHAJbHYIO cUcTeMy, B paboTe KOTOPOH, MOMHMO
6eJ1KoB, yuacTByloT TetpanuppoJbl ITITu Mg-T1IT. Beposr-
HO, KJIIoUeBast poJib 31eCh npuHaaiexkutT MX, xotst MoJsieky-
JISIPHBIE MEXaHU3MbI STHX MPOLIECCOB €llle He BbISICHEHBI.

[Io naHHBIM MaccoBOro aHa/M3a 3SKCIPECCHH, OCHOB-
HBIMH MHIIEHSIMH TPAHCKPHITLHOHHON peryssiuuu y apabu-
noncuca ssasitorest reusl: HEMAL, CHLH, CHL27, CAO,
GUN4 u CHLP. Onn Ko-3KCnpeccupyroTes Moj efcTBreM
cBeta u uupkaaneix putmon (Masuda T., Fujita Y., 2008).
B kontpoJsie metabosinama XJI 3ageficTBOBaH MexaHH3M 00-
parnoro nuruéuposanus (feed back) aktuBHOCTH KOMMITIEKCA
thepmenToB, cuntesupytoix AJIK (puc. 3). Mosekynsiptbie
MeXaHH3Mbl, KoopanHupyloure pa6oty MX u cuntes AJIK,
elle He Hcc/efoBaHbl. [eHeTHYecKHe MpoLecehl CBETOBOMH,
pPEeTPOrpagHoN, rOPMOHAJNBHONH U MeTaOONHUECKOH peryJis-
LMK, PEIOKC-KOHTPOJIST M aromnTo3a B (POTOCHHTE3UPYIOLIEH
KJIETKE TECHO CBSI3aHbl H 00Pa3yIoT eIUHYIO CETb, KOHTPOJIH-
pytoLyto MeTaboJM3M MUIMEHTOB XJopornJacra. B nocaen-
HHE Tojlbl YaloCh 0OHAPYKHTb HECKOJILKO €€ 3JIeMEHTOB,
HO GOJILIIMHCTBO (hAKTOPOB 3TOH PETYJASTOPHOH MallUHBbI,
06eCrneunBaloOLINX TPAHCKPHUITIIHOHHBIA U MOCTTPAHC/ISILMO-
HBIH KOHTPOJIb, HAUTH €LLe MPEJCTOUT.
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GENETIC CONTROL OF CHLOROPHYLL METABOLISM
Chekunova E. M.

% SUMMARY: Chlorophylls (Chl) are unique tetrapyrrole molecules,
essential not only for photosynthesizing organisms but for the whole
Biosphere. Chlorophyll biosynthesis is closely connected with plant cell
morphogenesis and photosynthetic reactions - storage and transfer-
ring of light energy. Pigment mutants of plant and microorganisms are
successfully used for investigation of Chl biosynthesis and degradation
pathways. The genetic approaches appeared to be very productive for
identification of the genes, encoding the enzymes of Chl metabolism and
for elucidation of the mechanisms there regulating. History, recent find-
ings and evolution of genetic determination of Chl formation processes
are presented in this review.

& KEY WORDS: Chlamydomonas reinhardtii; chlorophylls; genetics
of tetrapyrrole biosynthesis
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