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BBEJIEHUE

OpHOKJIETOYHAsT  TaluioMgHAs  TeTepoTAUITMYHAs  M30TaMHas  3elieHass  BOJOPOCIH
Chlamydomonas reinhardtii siBasieTcst KIacCCHUECKUM MOJEIbHBIM OOBEKTOM ISl T€HETHYECKHX,
OMOXMMHUUYECKNX, OWODU3UYECKUX, IIUTOJIOTHUYECKUX U  (PU3MOJOTHYECKUX  HCCIICTOBAHUIA.
JKv3HEHHBIN LMK 3TOM BOAOPOCIM BKJIIOYAET [1Ba THUIA Pa3MHOXEHUS: 1 — BeretaTuBHOE M 2 —
I0JIOBOE. BereratuBHbIe KIIETKH, TAMETHI U 300CIIOPHI ABJIIOTCS rarmionabiMu. OHU coaepkar 18
XpPOMOCOM, TOJIbKO 3UTOTHI siBIIsitoTCs aurutonanbiMu.  Chlamydomonas reinhardtii - srerko
KyJIIbTUBUPYETCS, KaK B TEMHOTE — TeTepoTpoHO, TaK W Ha CBETy — aBTOTPO(HO WM
MuKkcoTpodHo. B nmanHON paboTe mpeacTraBIeHbl BCECTOPOHHHE HCCIEIOBAHHS XJIOPOILJIACTOB
Chlamydomonas reinhardtii, B 3HaunTenbHON CTENEHN ONMUparoecs Ha 50-1eTHUI OMbIT pabOTHI
aBTOpa M MHOTOYHCIIEHHBIX COABTOPOB U3 pa3inuHbiX HHCTUTYTOB PAH 1 yHuBepcureroB Poccum.

BakHbIMH pe3ynbTaTaMH ISl BCEX IOCIEAYIOUIMX HCCICAOBAaHUI MOXHO CYHTATh
JI0Ka3aTeNIbCTBA HACIEACTBEHHOW HEMPEPHIBHOCTH XJIOPOILJIACTOB, KaK IPU BETETAaTHBHOM
Pa3sMHOXKCHHHU, TaK M Ha BCEX CTATUSAX IOJIOBOTO Pa3MHOXKEHHUs. ONMHCaHBI METOJBI MOTyYCHHS
MMUTMEHTHBIX ¥ HEPOTOCHHTE3UPYIOIINX MYTAaHTOB, KOTOPHIE UCIOIB30BAINCH JJISI BCECTOPOHHUX
WCCIICIOBAaHHUH CTPYKTYPHI ¥ (QYHKITHH XJIOPOTLIIACTOB.

BriepBble ¢ MOMOIIBIO TUTMEHTHBIX MYTAHTOB OBLIM OINMCAaHBI BCE JTalbl OHWOTEHE3a
MeMOpaHHO# cucTembl xjoporutactoB Chlamydomonas reinhardtii. TTokasansl mytu OMOCHHTE3a
xyopodpmuia u kaporuHonoB. C momouipto HehorocuHTe3upyromux myranToB Chlamydomonas
reinhardtii  ymamoce yCTaHOBHTH 3aKOHOMEPHOCTb pAaCHpEACICHHS CIHEKTPAIbHBIX  (opM
XJIOpopUIUIa MEXIY YETHIPbMSI MUTMEHT-OCIKOBBIMU KOMIUIEKCAMH (OTOCUCTEM U OOHAPYXKHUTh
MaKCUMYMBI U3JIy4eHUsT (QIIyopecleHIn: XJIopohuiia, TpUHAAISKAIIAE PEaKIIMOHHBIM IIEHTPaM
@OC-1 u OC-II, a Takxe ux cerocoduparommm komriekcam CCK-1 u CCK-1l nenocpeacrsenHo B
IEJBIX KIJIETKaX MYTaHTOB.

B Hacrosimmee Bpems YCTaHOBIIGHA JIOKATU3allUs XJIOPOPWUIIIOB M KapOTHHOUIOB B
MeMOpaHax THJIAKOWIOB, MOKa3aHa MX POJIb B CTPYKType M (YHKIIMOHUPOBAHHU (OTOCHCTEM,
paccuuTaHbl BEMUYUHBI (POTOCUHTETHUECKUX E€IUHHIL A peakiUOHHBIX HEeHTpoB PC-1 u OC-II.
Taxke ¢ TIOMOIIBIO HE()OTOCHHTE3UPYIOIMIMX MYTAaHTOB WCCIEIOBaHA IPOCTPAHCTBEHHAS
JOKaNMM3aImsi KOMIUIEKCOB (DOTOCHCTEM U CBETOCOOMPAIOIIUX KOMIUIEKCOB B MeMOpaHax
TUJIAKOUJOB TPaH W MEXKIPAHHBIX Y4acTKOB. OXapaKTepHU30BaHO B3aMMOJACHUCTBUE OEIKOBBIX
KOMIUICKCOB BHYTPH (OTOCUCTEM M YYacTHE WX OTJCIbHBIX KOMIIOHEHTOB B D3JIEKTPOHHO-
TPAHCIOPTHOH 1eru POTOCHHTE3A.

B nocnemHme gecaTh €T BEAYTCS WHTEHCUBHBIC WCCIICOBAHHS MOJICKYISIPHOM
opranuzamu (otocucreM. OOCYXITAIOTCSI WX TPEXMEPHBIE MOJETH, B KOTOPBIX IPEICTABICHBI
WHIUBUAYAIbHBIE KOMIIOHEHTHI, UX TPOCTPAHCTBEHHAS JIOKATU3aIvs U B3auMoeicTBre. JleTanbHo
W3y4eH TEHETHYECKH KOHTPOJb KIIFOUEBHIX OEJIKOBBIX KOMIIOHEHTOB, KaK KOMIIJIEKCOB
doTocucTeM, TaK M CYMEPKOMIUIEKCOB PEAKIHOHHBIX IIEHTPOB M HX CBETOCOOMPAIOIIHX
KoMIuiekcoB. Hekotopeie n3 coBpeMeHHBIX CTPYKTypHbIX Mojenert dC-1 u OC-Il obcyxnarorces
HaMU B 3TOH padore.



I'JIABA |

JKNU3HEHHBIN IIUKJI, KPATKASI XAPAKTEPUCTHKA U YCJIOBUS
KYJbTUBUPOBAHUSA CHLAMYDOMONAS REINHARDTII

AJBrojIOTHYECKH W OaKTEpHOJOTHUECKH 4HcTyio KyasTypy Chlamydomonas reinhardtii
MCIIOJIb30BAIM B KadecTBE O00BEKTa HCCIIeIOBaHUs. V3yueHHe (OTOCHHTETHYECKOTO ammapara ¢
TOYKH 3PEHUS CTAHOBJICHUS (POTOCHHTETHYCCKOW CIIOCOOHOCTH W YIIBTPACTPYKTYPBI XJIOPOTUIACTOB
B 3aBUCHMOCTH OT COJICPYKaHMs U COCTaBa MUTMEHTOB, a TAK)KE aHAJIU3 MEXaHM3Ma TeHETHUYECKOTO
KOHTPOJISl STUMHU TIpolieccaMu TpeOyeT YHUBEpCaIbHOTI0 00bekTa, mosTomy Beibop Chlamydomonas
reinhardtii st TaHHOTO HMCCIEOBaHUS ObLT HE CITyYaiHBIM, 2 OCHOBBIBAJICS HA PSZIC COOOPaKCHUH.
st paGoThl TpeOOBaICS OMHOKJIETOUYHBI MHKPOOPTAHHM3M, COJEPXKAIIUNA OJHHM XJIOPOILIACT,
CIIOCOOHBIN BBITIONHATH BCE PEaKIUU (POTOCHHTE3a, MOJOOHO BHICIIUM PACTEHHUSAM, 00TamaroImuii
JIETKO KOHTPOJUPYEMBIM TIOJIOBBIM ITUKIJIOM, CIIOCOOHBIM pPacTH B TEMHOTE C OPTaHHYCCKHUM
HUCTOYHUKOM YIJIEpOoJa M Ha BCEX CTAaUsIX CBOCTO KM3HCHHOTO IIMKJIA pPa3BUBAThCA Ha
CUHTCTHYECKON cpelic B KOHTPOJHMPYEMBIX J1Aa0OPATOPHBIX YCIOBUAX. Takwe TpeOOBaHUS
MPEJCTABISIOT OCOOYIO IIEHHOCTh MPH UCCICIOBAaHMM MYTAHTOB C Pa3jIMYHBIMH HapYIICHUSMH B
COJICp)KaHUU TUTMEHTOB. [ eHeTHYeCKHe W3MEHEHHS NMUTMEHTHOTO COCTaBa y BBICIIMX PacTCHHUN
9YacTO MPHUBOJAT UX K TMOCIN Ha paHHHUX dTalax OHTOTCHETUYECKOTO PA3BUTHS. Y OJHOKICTOYHBIX
BOJIOPOCJICH MYTaHThI, HE CIOCOOHBIE K (POTOCHHTETHYECKOMY POCTY, MOTYT COXPaHSAThCS
HEOTrPAaHWYEHHOE YHUCJIO MOKOJEHUM JaXe B TEMHOTE Ha MHUTATEIbHOW CpEHE, COJeprKalleu
OpraHMYECKUH MCTOYHUK yriepoaa. Kpome Toro, uccieaoBanne (HOTOCHHTETHYECKOIO arapara
BBICIIMX PACTEHHI 3aTPYAHECHO CJIOXKHOCTHIO TKAHEBOTO CTPOCHUS JINCTA U U3MEHEHHEM COCTOSIHUS
X XJIOPOIUIACTOB BO BpeMs OJKCIIEPUMEHTA. [ arulouaHas OJHOKJIETOYHAs TIeTepOTALTUIHAS
3enenas Bogopocib Chlamydomonas reinhardtii gns Takux uCCleIOBaHH TPEACTABISICT
UJICATBHYIO MOJICIIBHYIO CUCTEMY.

1. Xapakrepucruka Chlamydomonas reinhardtii

Hanmvuve OAHOKJIETOYHOM BEreTaTUBHOM M 3WUTOTHOM CTaAuii, JIETKOCTh MPOBEACHUSA
FEHETUYECKOr0 aHalu3a MYTAHTOB JAaeT BO3MOXHOCTbL H3y4aThb TOHKYIO CTPYKTYpPY TaKHX
KJICTOYHBIX OpPTaHeII KaK sJIpO, XJIOPOIIACT, MUTOXOHIPHUH, TUPEHOU/ T U TIIA3HOE ISITHO (CTUTMA).
B Hacrosimee Bpemsi yke HMMEIOTCS MUTMEHTHBIE, HEQOTOCHHTE3UPYIOMIHE, MOpP(OIOrHIecKue,
(dbu3moIIOrNYecKre U ayKCOTpO(HBIE MyTaHTHBIC IITaMMBI 3TOro opranusMa (Jlaaeirus, 1988, 1991,
1998, 2014; Sager, 1955; Levine et al., 1960, 1968; Harris, 1989, 2001, 2009).

Oco0y10 IIEHHOCTh ATH MYTAHTHBIE IITAMMBI TIPEICTABIIAIOT IIPH pa3pabOTKe TAKUX BAXKHBIX
HpOGHGM, KaK TI'€HETHYECKUU KOHTPOJIb CHUHTC3a IMUIMCHTOB, H3YUYCHUC HaAYaJIbHBIX CTa,Z[I/Iﬁ
dboTocuHTE3a M OMOXMMHUYECKUX IMKJIOB, a TAaK)KE€ B PEIICHHE BOMPOCAa O MPOUCXOXKICHUU H
Pa3BUTHH XJIOPOIIJIACTOB U APYTHX OpraHesl (POTOCHHTE3UPYIOLIET0 OpraHu3Ma.

Yermex B OMOXMMHYECKMX HW  (DU3MOJIOTMYECKMX  HMCCIIEIOBAHUAX OOCCIECYMBACTCS
BO3MOXHOCTBHIO MOJIYYCHU A GOHBH_IOI‘O KOJIM4YeCTBa 6I/IOMaCCBI BEr€TaTUBHBLIX KIJIETOK
Chlamydomonas reinhardtii 3a OTHOCHTETEHO KOPOTKHIA IEPHUOJT BPEMEHH.

OcoOyr0o BaXHOCTh IS TEHETUYECKOTO aHallM3a MPEJACTaBISIOT TaKHe MapaMeTphl, Kak
KOPOTKUW KU3HEHHBIA ITUKJI, KJIACCHYECKOE TCUYCHHE MHTO3a M Meio3a, 00pa3oBaHHE 3UTOT, a
34TCM U TCTPad, KOTOPbIC MOT'YT 6I>ITB GBICTpO H30JIMPOBAHBI, @ TAKKC BO3MOKHOCTb ITPUMCHCHHA
nmpu padboTe ¢ ATOW BOAOPOCIBIO OOMIEMPUHATHIX MHKPOOHMOJIOTHYECKUX METOAHMK. OJTO JaeT
BO3MOXHOCTb TIOJYYaTb W AHAJIMU3UPOBATH 6OJII>H_IOG YUCIO TOTOMKOB, HU3y4dasd TCHHBIC
pEeKOMOWHAIIMK, HACJIEOBaHWE TPHU3HAKOB W IOJy4ash 3HAYUTEIBHOE KOJIMYECTBO PA3THYHON
TeHEeTHYECKOH nH(pOpMaIIHH.



CanenoBarenbHo, ucnois3dyst Chlamydomonas reinhardtii B kauecTBe MOAETBHOTO 00BEKTA,
MBI UMEEM BO3MOXXHOCTH MPOBOIUTH OMOXMMHYECKHE, (M3HOJOTHYECKHE, IMUTOJOTHUCCKAE M
YABTPACTPYKTYPHBIC HCCIIEAOBAHUS TAPAUIIEIEHO C TEHETHYECKUM aHATH30M.

2. Kmaccudmxanus Chlamydomonas reinhardtii

CucTeMaTH4ecKkoe TMOJIOKEHHE OJHOKICTOUHOM 3emeHoi Bomopocan Chlamydomonas
reinhardtii ciemyromiee:

Tun Algae

IMoxrun Chlorophyta

Knacc Euchorophyceae

Iopsmox Volvocales

Pox Chlamydomonas

Bun Chlamydomonas reinhardtii Dang.

[MTonaratot, uro u3 Chlorophyta, mo-BuaumMomy, IpPOU30IUTH BCE BBICIINE PACTCHHS, a TAKKE
¥ MHOTHE MHOTOKJIeTOYHbIe Bojopociu (Smith, 1950). Onnako, kak ¢uaremtsat, Chlamydomonas
OTHOCAT K MPUMHUTHBHBIM Protozoa. Dta ABOHCTBEHHOCTh B KiaCCH(MKAIMHU TOATBEPIKIACTCS
IUTOJIOTMYCCKUMH HMCCIICIOBAaHUSAMHU. BOIOpPOCIb COACPKUT TUITHUHYIO OPraHE/UTy PacTUTEIbHOU
KJIETKH — XJIOPOILIACT, BHEAPEHHBIH B IUTOIUIa3MYy, KOTOpas MO CBOEH OpraHu3alMu MoJ00Ha
IUTOIUIA3ME YKMBOTHBIX KJIETOK (XOpOIIO pa3BUTHIC ammapat [ oJib/pKU, MUTOXOHIPHH, HAINYHE
CBETOYYBCTBHTEIBHOIO OpraHa — CTUTMbI MJIH TJIa3HOTO IsATHA | ap.) (Sager, Palade, 1957). Kpome
TOTO, KJIETKH 00JIaar0T MOABMKHOCTBIO 33 CUET Maphl )KI'yTUKOB (puc. 1).

I'ma3uoe
MATHO

bazanbHble TENBIA
MuToxoHOpus

SAnpo

3epHa Kpaxmana—y Ly -} 4 Anmnapat 'onboxu

ITupenounn

Puc. 1. IlpogonsHelii cpe3 BereraruBHoi kiaetku Chlamydomonas reinhardtii.
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3. Mopdoaorus kaeroxk Chlamydomonas reinhardtii

BereraTuBHbIE KJIETKH BOJAOPOCIN HUMEIOT OBAIBHYIO CJIETKa YIIMHEHHYIO (GopMy 5—8 MKM
B IIMpHUHY U 8—15 MxM B anuny (puc. 1). [Ipu BbIpamuBanuy B )KUIKON Cpeie KIETKH MOJABHKHBI.
OHM MIaBarOT MPU NOMOILM Haphl )KYTHUKOB, PACIIOIOKEHHBIX Ha MEepeHEM KOHILE KIeTKH. Jn1Ha
xrytiukoB y Chlamydomonas Bapsupyet ot 15 mo 30 mMxMm. [IBe Tpetn oObeMa KIETKH 3aHHMAET
€IMHCTBEHHBIN 3€JIeHBIA YareoOpa3HbId XJIOpOIuIacT. B IeHTpe ero HmKHEW 4acTH HaXOJIUTCS
NUpEeHOU] — Cc¢epudyeckoe TeJIO OKOJO 2 MKM B JHAMETpe, OKPYXEHHOE OJHHUM pSIOM
KpaxMaJOHOCHBIX 1u1acTHHOK (Jlagpirus, 1998).

I'ma3zHoe mATHO PacmoIokKEeHO BOIM3M MEepPEIHEro Kpasi XJIOpOoIjiacTa HEMOCPEACTBEHHO MO
000JIOUKOM U Cllerka BBIIAeTCsl HapyKy XJIOPOIUIAcTa, KaK MaJeHbKas BBIMYKIOCTb. OHO KeITOro
WIA OPaHXKEBOTO IIBETA, COCTOUT M3 2—3 PsIOB IpaHysl TOMOI'€HHOTO JHMITHUIHO-KapOTHHOHUIHOTO
BemectBa (Jlageirun, 2014; Jlageirua, CemenoBa, 2013, 2014). CBepxy 3TO TeNO JAUCKOBUIHOMN
¢dopmbl 0K0I0 1 MKM B Tnamerpe, a cOOKy MMeeT NaIOYKOBUIHYIO WIIH JUTUIICOBUAHYIO (popMmy.

Mexnay o000104KON KJIETKM M XJIOPOIJIACTOM, a TakXke B IMUTOIUIa3ME OKOJIO A[pa,
pacroyio’keHbl MHUTOXOHIpUU. IlepemHsis TpeTb KIETKH COJCPXKHT SApO, ammapar [ oibmaxw,
COKpaTHUTENbHbIE BAKYOJIH, pUOOCOMBI M JPYTrUe BKIFOUEHUS LIUTOIMIA3MBl.

4. Kuzuennnrii muka Chlamydomonas reinhardtii

Kuzuennstit muka Chlamydomonas reinhardtii Bnepssie onucan Pefinxapaom B 1876 roay
(umt. mo Sager, Granick, 1953). Ou coctout u3 ABYX cTajuii (puc. 2) BEreTaTuBHOM (O€Coon uiu
MHUTOTHYECKOW) ¥ TMOJOBOM (3UTOTHOH wmiam MeioTudeckoit). Bomopocns Chlamydomonas
reinhardtii umeeT nBa “mOJIOBBIX” THUIIA, YCIOBHO 0003HAUYEHHBIX KaK (1) U (=) TUIIBI CIAPUBAHHUSL.

Krnerku BereraTMBHOW CTaIul MOTYT HEOTPAaHHMUYEHHOE BpEMs KYyJIbTHBHPOBATHCS, KaK Ha
arapu30BaHHOM, TaK U B )KUAKUX CPeAax, pa3MHOKAICh MUTOTHUECKH.

OpmHako, OHM MOTYT BECTH ce0si KaKk TaMeThl, CIapUBasICh W CIIHMBAsCh C KIETKOH
MPOTHBOMOJIOXKHOTO  “TIOJIOBOTO”  THMA € OOpa3oBaHMEM JAMIUIOWAHOM 3urorel. Hwukakmx
MOP(OJIOTHYECKUX Pa3IHUUi MEXKIy BETeTaTUBHBIMU KICTKAMH M raMeTaMu He OOHapy»KEHO, HO
[0 CHOCOOHOCTH TaMeT K CIAapUBAHUIO M CIMSHUIO MOXHO CJIENaTh BBIBOJ O CYIIECTBOBAHUU
OMOXMMHUYECKUX Pa3INIHiA MEX/y BET€TaTHBHBIMH KIIETKAMH U TAMETaMH.

B Hactosiiiee Bpemsi u3BeCTHO, uTo BereraTuBHbie Kietku Chlamydomonas reinhardtii
MOTyT TU(GGEpEeHIIMPOBATECS B TaMETHl TOJNBKO TOT/A, KOTJIa OHH HM3PACXOAYIOT CBOHM a30THBIC
3amachkl. YKazaHueM Ha To, uTo auddepeHumanus raMeT MOXKET KOHTPOJHPOBATHCSA IyTEM
M3MEHEHHsSI KOJIMYECTBA a30Ta B Cpelie, MOATBEPKAACTCS IBYMs (pakTaMu.

1. KneTtku, BbIpallleHHbIE Ha CBETy M OTOOpaHHBIE Ha Jorapupmuueckoi Qasze pocra,
HeraMeTU4Hbl. ECM Takue KJIETKH, pa3auyarolirecs o “mojioBOMY’ 3HAKy, CMEIIAaTh, TO OHU HE
conbioTcs. OHAKO K€, €CIU KIJIETKH BhIpaluBaTh 2—4 CyTOK Ha 0€3a30THOH alleTaTHOM cpene Win
MPEBAPUTENILHO CYCIIEH3UPOBaTh MX B OMIUCTHIUIMPOBAHHON BoOJE (KaKIBIH B OTACITHHOCTH), TO
nocye 3—5 yacoB mpeObIBaHUS HA CBETY OHM, M3PAcX0JI0BAB CBOM a30THBIE 3aIachl, MPEBPAIIAIOTCS
B TaMEThI, YTO MOATBEPKAAETCS (DAKTOM CITHSIHUS MX TIPU CMEIICHHH C 00pa30BaHUEM 3UTOT.

BereratuBHble KJIETKH CTapbIX KYJIbTYp, MOMELICHHbIE B OMIMCTHUIMPOBAHHYIO BOIY,
TpeOYyIOT 3HAYUTEIBHO MEHBIIIE BPEMEHH OCBEICHHUS IS TIPEBPALICHNUS UX B TaMEThl W, HAKOHEII,
noTpeOHOCTh B CBETE Ui KJIETOK M3 BEChbMa CTAPBIX KYJAbTYp HpU (OPMUPOBAHHM raMeT MOXKET
OBITh coBceM yTpaueHa. OUeBHIHO, CBET HEOOXOIMM HE JJISl KOMYISINHU, a Ui OMOXMMHUYECKUX
M3MEHEHMI B BETETaTHBHBIX KJIETKAaX, KOTOpbIE IPEBpAIIAlOTCS 3aTE€M B TaMeThl, TaK Kak
MOoTpeOHOCTh B CBETE MOXKET OBITh YAOBJIECTBOPEHA €Iie 10 CMEIICHHS MPOTHBOIOJIOXKHBIX
“MOJIOBBIX” THUIIOB.

[To-BuaMMOMY, CBET MOXET IEHCTBOBaTh (DOTOCHHTETUYECKHM B 3TOM IIPOIIECCE, CO3/aBast
“U3NUILIKK~ YIJIEBOJOB B BHUAE KpaxMmasa, 4TO CBSI3aHO C JPYTMMH 3alacaMu, B YaCTHOCTH,
A30THBIMH.



Puc. 2. Cxema xwusnennoro nukiaa Chlamydomonas reinhardtii, mokassiBaroriast Hanu4re ABYX THIIOB Pa3MHOKEHUS:

a — Gecrnoyioe pa3MHOKEHUE, BETeTATUBHBIA WM MUTOTHYECKUN KIETOYHBIA IMUKIT: 1-3 — pOCT BEereTaTUBHOMN KIETKH, 4 U 5 — MUTOTHYECKOE
JIeJIeHUE U BBIXOJ JOYEPHUX 300CIIOP.

6 — TIOIOBOE Pa3MHOKECHHE, 3UTOTHBIA WM MEUOTHYECKHH KJIeTO4YHbIH nuki: 1 — ramera, 2 — chnusHue (+) u (-) ramer, 3 — Moiojas,
YeTBIPEXKT'YTHUKOBAs 3UTOTA, 4 U 5 — MEHOTHUYECKOE JIeJICHHE AJIpa U BBIXO TOUYEPHHUX 300CTIOP.
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3710 OBUIO XOPOIIO MMOKA3aHO C UCTOJIB30BAHUEM CPEJ] C BBICOKMM M HU3KHM COJIEpKAHUEM
azoTa. B cpeie ¢ HU3KUM coepKaHHEM a30Ta WM €ro OTCYTCTBUEM IuddepeHImanms ramer
MPOXO/nsIa ropasio ObICTpee, YUeM B CpeJie C BBICOKUM €T0 COJIEPKaHHEM.

2. KiroueBas ponp a3zoTa Obula [OKa3aHa MpPU HM3Y4YEHUH OOpPaTHUMOCTH Tpolecca
rameTooOpaszoBanus. Korga aktuBHbIe (+) U (—) raMeThl OTAEIBHO JAPYT OT Apyra CyCHEeH3UPOBAIN
B MUHUMAaJIbHOU a30Tco/IepsKalleil cpesie, To OHU OBICTPO MPEBPALANINCH B BET€TaTUBHBIE KIETKH U
TEPSITH CIIOCOOHOCTD K KOMYJSALUU IPU CMEIIMBAHUU.

[Ipy wucobpITaHUM BCEX KOMIIOHEHTOB CpeAbl OBbLUIO IOKa3aHO, 4YTO TOJBKO a30THBIE
COeMHEHUs (JTII0ObIE), KOTOpbIE KJIETKM MOTJIM HCIOJNb30BaTh B KadyeCTBE HMCTOYHUKA a30Ta,
obOnagaroT HHrHOUpyronuM 3pdekToM. A30THOE MHTHOMPOBAHHUE KOMYJSIIMH MOXXET OBITH CHSITO
IyTeM OTMBIBaHMS M PECYCIIEH3UPOBAaHUS KIETOK B 0€3a30THOH cpele Ha CBETy, 4YTO CHOBA
MPUBOJUT K 00pa30BaHMIO raMeT U BO3BPALICHHUIO CIIOCOOHOCTH K CIIApUBAHUIO.

Takum 00pazoMm, MOXHO CJ€NaTh BBIBOJ, 4TO A (POPMUPOBaHHUA rameT HEOOXOIHMMO
a3oTHoe wucromeHue. CBer, Korga OH TpeOyeTcss i raMeTooOpa3oBaHHUsA, JEHCTBYET
¢dorocuHTEeTHYECKH. B a30THO-MCTOLIECHHBIX KJIETKAaX CBET He TpeOyeTcs: BOOOIIe HU HAa OJTHOM U3
3BeHbeB IMporecca QopmupoBanus 3uror. Ocobo ciaexyeT OTMETHTb, YTO B IIpoIecce
(dbopMHpOBaHUA TaMeT BETeTaTUBHBIC KIETKU BCET/la TEPSIIOT KJIETOUHYIO CTEHKY U OCTaloTCs
MOKPBITBIMU TOJIBKO TIa3MalleMMOM, 4yTo obiierdyaer ciausiHue ramer. M oOpaTHsIil mporiece, eciu
raMeThl MMOKPHIBAIOTCS KJIETOUYHOW CTEHKOM, OHM MPEBPAIIAIOTCS B BET€TATUBHbIE KIETKU U TEPSIOT
CIOCOOHOCTH K 00pa30BaHMIO 3UTOT.

Takue mnpuemMbl CTUMYJIHPOBAHHUS IOJIOBBIX TPOLIECCOB  HM3BECTHBI IS JIPYTUX
MUKPOOPTaHHW3MOB U BOJIOPOCIIEH MOBBIIICHHNEM KOHIIEHTPAIIMY HOHOB KaJlbLUs B CpEIe.

Jlyamme pe3ynbTathl Ui moiydeHus: U pasutus 3uror Chlamydomonas reinhardtii naer
MuHuUManbHas cpeaa ¢ 0.1%-HpIM aneTaToM HaTpHsl, TaK KaK 3UTOTHI IUIOXO PAcTyT Ha BBICOKO
docdatHO anieTaTHOH cpene.

[Tonosoit nporiecc y Chlamydomonas reinhardtii cunraeTcss w3oraMHBIM, Tak KaK raMEThI
00oux mTaMMOB MOPGOJIIOTUYECKH HEOTIMYMMbI. Ha Ham B3risin ObUTO OBl MpaBUIIbHEE HA3BIBATH
€ro royioraMMeld Ha OCHOBaHMM JByX @¢aktoB: 1 — wMopdonoruueckas HEpa3InIYUMOCTh
BEreTaTHBHBIX U TIOJIOBBIX KIETOK W 2 — CIOCOOHOCTh HE TOJBKO BEreTaTHBHBIX KIIETOK
muddepeHpoBaTbcsi B raMeTbl, HO W (YTO 0CO0O CTOUT OTMETHTh) CIHOCOOHOCTH TaMeT
NpeBpaIaTbCs B BEreTaTUBHBbIC KJIETKU. MOXHO CYUTATh, YTO B IOJOBOM IIPOLIECCE YYaCTBYIOT
MpeTepneBnre OMOXMMHYECKHE W3MEHEHHS M YTPaTUBIIME KIETOYHYIO CTEHKY BereTaTUBHBIC
KJICTKH (Ha3blBaeMble TraMeTaMH, TaK KaK OHM Yy4YacTBYIOT B IIOJIOBOM IIpOLECCE), KOTOpBIE,
CIIMBAsICh TOMApHO, JAlOT 3UTOTHI, KaK U B pe3ysbTare JII0OOro MmojioBoro mpoiecca. B ganHom
cllydae CJIOBO ‘raMera’ TakK€ HECKOJIbKO YCIOBHO, TaK KaK OHO OTpakaeT JIMIIb
(hbU3HOIOTHYECKYIO M (PYHKIIMOHATIBHYIO CIIOCOOHOCTH KJIETKH K CIIMSIHUIO.

[Ipu cmemieHHMM TaMeT NPOTUBOIMOJIOXKHBIX “TIOJIOBBIX THIIOB Cpa3zy ke HaOiogaercs
rpynmnupoBanue (+) u (-) ramer. CiycTss KOPOTKOE€ BpeMsi OHUM HAUYMHAIOT CIIApUBATHCS, TO €CTh
CKJIEMBAThCs NomapHO U ciauBaThes. IIponecc 3tor npogomkaercs 10-30 MuH ¢ MOMEHTa Havaia
cnapuBanus. ClHsHUE KJIETOK 3aKaHYMBAETCs 0O0pa30BaHUEM JBYSJIEPHBIX, YETHIPEXKIYTUKOBBIX,
JUTITOUTHBIX 3UTOT.

CnapuBaHue mpekpamaercs TOT 4Yac >K€ Ioclieé IoceBa KJIETOK Ha MHHEPAIbHYIO
arapu30BaHHYIO CPEIy, M TOJBKO T€ KJIETKH, KOTOPbIE Hauyalld CIIMBATHCS JI0 TOCEBA, Pa3BUBAIOTCS B
3peble 3UTOTHI.

CnuBIInecss KIETKH TEPSAIOT JKIYTHKH, a 3aréM U OO0OJOYKH, M MOJIOJbIE 3UTOTHI
OKa3bIBAIOTCS OKPY)KCHHBIMH TIEPBUYHONW MeMOpaHoil — turazmanemmoii. OOpa3oBaHue ATOU
MeMOpaHbl MPOUCXOIUT 10 CIUSHUS sJiep raMeT Mpu OCBeIleHHH 5—6 Thicsu Jitokc. OcBenieHue
HeoOXoauMo B TiepBble 18-24 waca, Tak Kak TOJBKO B YCJIOBHSX OCBEIICHUS HAYMHACT
(hopMHUPOBATHCS HACTOSIIAS 000JI0YKA 3UTOTHI.

OpnHoBpeMeHHO ¢ 00pa3oBaHHEM O0OJOYKU 3UTOTHI UIET €€ POCT, B pe3yJbTaTe KOTOPOIro
3UroTa OKa3bIBAeTCsl TOKpBITA IUIOTHOH o0ojoukoi. OHa oOsamaer TpyOOW pETHKYISIpHOU
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Cpr1(Typ0171 1 UMCCT LCIUIIOJIO3HYIO MEPECroOpoOaKYy. TonmuHa ¥ JIOTHOCTh 000JIOYKH 3aBHUCHUT OT
HMHTCHCHUBHOCTHU OCBCIICHHUA U €€ TPOJOJDKUTCIBHOCTH B ITPOLECCE CO3PEBAHUA 3UTOTHI.

Puc. 3. [IpogonpHBIi cpe3 BEreTaTUBHOM KJIETKH UCXOHOTO qukoro tuma K(+).

5 — SAPO, 510 — SAPBIIIKO, 0X — 000JI0YKa XJIOPOIUIAcTa, # — MUPEHOU, K — Kpaxmal, m —
TUJIAKOUBI, M — MUTOXOHJPUH, a2 — anmnapaTr ['onbIku, ¢ — BaKyousb, n1 — IDIa3MalieMMa, KC —
KJIeTOYHas cTeHKa. YBennuenue: 22000x%.
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K MomeHTy co3peBaHMs 3UroTa JAOCTHUTaeT 18—25 MKM B AMaMeTpe, 4TO MPUMEPHO BIIBOE
0oJIbIlle ee UCXOAHOrO JUaMeTpa M JAuaMeTpa OAHOW BEreTaTUBHOW KIETKU. [IpoaomkuTenbHOCTh
Meprojia CO3PEBaHUS 3aBUCUT OT TemmepaTypsl. [Ipu 25°C OHO NPOUCXOAWT B TEUYCHUE IIECTH
cyrok. Ilpuyem, Tonbko B mepBblie 18-24 yaca OHM HYKIAIOTCS B OCBEIICHWH, a 3aTEM 3UTOTHI
co3peBalOT B TeMHOTEe. [lo OKOHYaHWM TMepuoja CO3PEBAHMS 3UTOTHI MOTYT OBITH BBI3BAHBI K
MPOPACcTaHUIO MYTEM MEepeHOca MX Ha CBEXYI0 arapu3oBaHHYIO Cpely U MOMEIIEHHEM Ha CBET.
Bpewmsi, HeoOxoqumoe sl X MPOpacTaHwusl, BApbUpyeT OT 15 10 24 4yacoB U 3aBUCHUT, B YACTHOCTH,
OT TeHoTHna 3urot. Ilpu nmpopactaHun 0060104YKa 3UTOTHI pa3phIBAETCs, 1 OCBOOOXKIAIOTCS YEThIpe
win 0oree, 4aCTO BOCEMb, MOABMKHBIX TaIUIOUAHBIX 300CMOpP. DTH KJIETKH MPEICTABISIOT COOOM
MPOJAYKTHl Meio3a U OJHOTO0 MHUTOTHYECKOTO [EJIeHHS W CHOCOOHBI K HEOrpaHUYEHHOMY
BEreTaTUBHOMY POCTY.

Takum o0pa3oM, >KH3HCHHBIM 1K XxiaamuaoMmonaasl (Chlamydomonas reinhardtii)
BKJIFOYAeT B ceOs JBa THMA KIETOYHBIX JCNEHUHN: 0ECrojioe — BEreTaTUBHBIA WJIM MHTOTHYCCKHIA
KJICTOYHBIA IUKJI — M TOJIOBO€ — 3UTOTHBIA WUJIM MEHOTHYECKUN KIETOYHBIH IUKI (puc. 2). Mbl
JIETAIbHO HCCIIENOBAIH KITIOYEBBIC MEPUOIBI 000MX KIETOYHBIX JEICHUN, OTMEUECHHBIC Ha CXEMe

JBYMSI CTPEJIKaMH.

BereratuBHbie KkieTku TammouaHbl. OHM  MOTYT HEOTPAaHUYCHHOE YHCIO IUKIIOB
pPa3sMHOXKATbCS MHUTOTHYECKH. DIIEKTPOHHO-MHKPOCKOITMYECKHE HCCIICOBAHUSI BETeTaTUBHBIX
KJICTOK IMOKa3anu (puc. 3), 4To Kaxaas 0coOb COAEPKUT SAPO M OAMH YalieoOpas3HbIi XJIOPOIUIacT,
B IICHTPE KOTOPOTO PACIIONOXEH OJMH MUPEHOWI, a B BEPXHEH TPETH, HEMOCPEICTBEHHO IIOJ
000JI0YKOM TIIACTU/IBI, — CBETOUYBCTBUTENBHBIN OPraHOM — ria3Hoe matHo. Kpome toro, BOmu3n
nupenonaa gokanuzyercs JJHK-coaeprkaras obmacts xmmoporiacta (puc. 4).

Puc. 4. ®parmeHT xJ0poruiacTa BEreTaTUBHOM KJIETKH, COAEpKallel MOMUMO MUPEHOU A U
rimasnoro nsatHa JIHK-coxepxaniyro o6nacts. YBenuuenue: 40000x.
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B BepxHell TpeTH KJIETKH, OOBIYHO MEXIY SAPOM U XJIOPOIUIACTOM, PACIIOJIOKEH armapar
lompmxu. Ilo Bcelt mmTOmIazMe MeEXAy OO0OJOYKAMH KIETKH M XJIOpOIUlacTa pa3OpocaHBbI
mutoxouapuu (Tareesa u ap., 1971; Jlageirun u ap., 1972, 1973, 1978; Sager, Palade, 1957; Ohad
et al., 1967). IluTojaormuecKkue WCCIEIOBAHHUS MHUTO3a M MeHo3a IOKa3ajiH, 4TO IOBEICHHE
xpomocom y Chlamydomonas npuHmumnuanibHO HE OTJIMYAETCS OT IMOBEICHHS WX Y BBICIIMX
pactenuii (Schaechter, Delamater, 1955; Levine, Folsome, 1959). Tun permukanuu JJHK B muTo3e
noJiykoHcepBaTHBHBIH (Sueoka, 1960).

5. YcaoBus kynsTuBupoBanust Chlamydomonas reinhardtii u cocraB cpex

Mopdghonozuueckue u ¢uzuonozuueckue npusnaxu. Knerku Chlamydomonas reinhardtii
MMEIOT OBAJBHYIO WM ApoBHIHYIO0 Gpopmy 7—15 MxkM B nuamerpe. [Ipu BelpammBanuu Ha cpegax
¢ 2% arap-arapa kietku nqukoro tuna K(+) o6pa3yroT KoJIOHMH 3€JI€HOT0 IIBETa JUaMETPOM 3—5 MM
yepe3 10-14 cyrok pocta Ha cBery. B xuakoil auneratHoil cpeae (MuHepanbHas cpena ¢ 0.2%
areraTa HaTpus) yepe3 2—3 CYTOK pocTa CYCHEH3Hs KJIETOK MOXKET JocThrarh IiotHocTu 30-40
MJIH KJIETOK Ha MI. B >kuakoil mMuHepanbHOU cpene (0e3 amerara HATpusi) KJIETKH PacTyT
MeJJICHHEE TOJIBKO aBTOTPO(HO 3a cyeT (OTOCHHTE3a MU MAKCUMAJIbHOW IIOTHOCTH 15-20 MiH
KJICTOK Ha MJI J0CTUTaroT Ha 4-5 cytku pocta. [Ipu nobasnenun 0.2% arerata HaTpus CKOPOCTb
KJIETOYHBIX JEJIEHUH BOCCTAHABIMBACTCS [0 XapaKTepHOW [Jii MHUKCOTpPO(HOTo pocTa Ha
aleTaTHOM cpene.

Ommnowenue K opzanuveckum ucmounukam yenepoda. Caxapa B KadyecTBE HCTOYHUKA
yriepona He wucnonbdyrores. Kmerku Chlamydomonas reinhardtii mcnonb3yror B KadecTBe
OpPraHMYeCKOro UCTOYHHKA YIIIEpOoia YKCYCHYIO KUCIIOTY WM €€ COJIb — alleTaT HaTpusl.

Omuowenuna K UCMOYHUKAM a30ma. DTa BOJOPOCIb XOPOUIO YCBAaWBAET XJIOPUCTHIN
aMMOHHHM, HO IUIOXO — @30THOKHUCIILIN aMMOHHIA.

Ycnoseua kynemueupoeanus. ]l BBIpAIMBAHUS WCIOJIB30BAIM IIPOCTYI0 U JIELIEBYIO
MHUHEPAIBHYIO Cpelly CIEIYIOLIEro coCTaBa, I/I:

NH4C 0.40
CaCl, 0.05
KoHPO .o, 0.72
KHoPO e, 0.36
MUKPOBITEMEHTBI. ...\ vveveteneaneareranaananns. 1 mut/n
Na3CeHs07 0.50
X55H0.
(CH3COONa) 2.00
X3H0 oo,
JIPOKKEBON IKCTPAKT .+ e vveenreennneannnannnnnn 1.00
JlumonHokucaeiii Tpex3amenieHHbl HaTpuii (NazCgHs07%5.5H,O0 — nwurpatr HaTpwms)

N00aBIsUIM IS IPEJOTBPALICHHUS TPELUIUTAIIMHN COJIeH MPH aBTOKJIABUpOBaHMU B pexume 1.0 -
1.2 atm. B TeueHne 40 MuH.

Harpuii ykcycHokucnbiii  ((CH3COONa)x3H,O — amerar HaTpusi) WCIONB30BATH B
Ka4eCTBE OPraHMYECKOr0 MCTOYHHMKA YIJIEpO/a B YCIOBHUSX I'eT€pPOTPOGHOr0 M MUKCOTPO(PHOTO
pocTa.

JIpOXOKEBOM SKCTPAKT Opasii B Ka4eCTBE NCTOYHUKA BUTAMHHOB TOJIBKO IPH BBIPAIIUBAHUT
BUTaMUH-JIC(PUIIUTHBIX MyTaHTOB.
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Hns ynobctBa u  OBICTPOrO MPHUTOTOBJICHUS MUTATENBHBIX Cpell, MBI HCIIOJIb30BAIN
MCXO/IHBIE 3allaCHbIE PaCTBOPHI OCHOBHBIX coJiel cieayromero coctasa (Jlagsirun, 1970, 2014):

1. Pacmeop betiepunxa, 2/x:

NH4Cl. e, 8.00
MgSO4x7TH0...oviiiiiiiiee . 2.00
CaClyx2H,0 (CaCly) .o, 1.02 (0.77)
Juctummposannas HO..........ooooovevveee.. o 1o

2. Docghammnuvlii Oyghep, 2/n.

KoHPO i e, 14.34
KHoPOg.oooiie e 7.26
HuctummpoBannas HyO....oooviiiiinn moln
3. Lumpam nampus, e/xn. 50.0
4. Ayemam nampus, /1. 200.0

5. Cmecy mukposnemenmos, 2/ma H,O (Hutner et al., 1950)

OJITA TUHATPUEBAS COMMB.......vvenrrnnnn.. 50.0 r/250 ma
ZNSO4XTHO. i, 22.0 1/100 M
HaBOsg .o e e e 11.4 r/200 Mo
MNCIoX4H20. . e 5.06 /50 M
FeSO4xTH2O. . ivi i cieiciie e 499 1/50 Mt
CoClox6H0.. .o, 1,61 1/50 Mt
CUSO4XBHL0. .. 1.57 r/50 mu
(NH4)5M07024X4H20........................ 1.10 /50 M

Ilpucomosnenue 3anacnozo pacmeopa muxkposnemernmos (Hutner et al., 1950).

HaBecky KkaXIoro peakTwBa pacTBOPSUIM B YKa3aHHOM OObeME NUCTUIUTMPOBAHHOM BOJIBI
OTJIENbHO. 3aTeM BCE PACTBOPHI CAMBAIM BMecTe, mocienHuM nobaensmun DTA. TlomyueHHBIN
pacTBOp MyprmypHOTO (MK (UOJIETOBOIO) I[BETA KUISTHIIN A0 TPHOOPETEHHUS UM CBETJIO-3€JICHOTO
OKpalIMBaHUs U MOIHOTro pactBopenus DJTA.

3arem pacTBOp cierka oxjaxaanu, Ho He Huxe 70°C (B mporuBHOM cirydae D/ITA Oyner
BBHITIA/IaTh B 0Ca/I0K), foBoauiu PH mo 6.5-6.8 pactBopom 20% KOH (Henb3s ucnonb3oBats NaOH
U JieNIaTh pacTBOp OoJiee MIEI0YHbIM, TaK KaK HeNlb3s CHIKAaTh PH ¢ MOMOIIbIO KUCIOTHI).

[Tonydennslit pactBop goBogwiu 10 oO0bema 1000 M AMCTUIUTMPOBAHHOW BOJIOH,
3aKpBIBAIM BaTHOW MPOOKOW M HAacTaWBAJIM MPU KOMHATHOW TeMmrmeparype B TeueHue 1-2 Hemenb,
70 IPUOOPETEHUsI PaCTBOPOM IypIypHOro (Mmin (ruoseToBoro) okpammuBanus. OceBIIni KpacHO-
OyphIif 0CaZoK OTPUIBTPOBBIBATHN Yepe3 GUIBTPOBAIBLHYIO WU XpoMaTorpaduueckyro Oymary Nel.
[TommydeHHBI pacTBOP MHKPORJIEMEHTOB XPAaHWUJIM JUIMTEIHLHOE BPEMsSI B XOJOIMJIBHUKE MPH
NMOHMXeHHOUN Temmeparype (4—6°C). 3amacHoi pacTBOP MHKPOIJIEMEHTOB MOXHO HMCIIOJIb30BaTh B
TE€UEHUE HECKOJbKUX JIET.

IIpucomosnenue munepanvHou cpedsl, MI/I:

Huctummposannas H,O........................ 890

14



PacTtBop BelieprHKa. .........ovvviviiiininn.. 50

DochaTHBIA OYDeP.....vveveeeiiiieeieannnnn. 50
PacTBOp MUKPO3JIEMEHTOB. ..., 1
LHATPpaT HATPHA. ... eeeeeiieeieeieeaeennn, 10

JUis mpUrOTOBIICHHSI arapu30BaHHBIX CPeJ B MOJIyYEHHBIE pacTBOPHI gobaBmsum 15-20 r/n
arap-arapa.

IIpucomosnenue ayemammnoti cpedwl, MIl/1:

Huctummposannas H,O......................... 880
PactBop beliepuHKa...........c.ooviiiiiiinin.. 50
DochaTHBIA OYPEP....overreeiieiieiieennennn. 50
PacTBOp MUKPO3JIEMEHTOB. .. ..c.veneeneenaenen. 1
LHATPpaT HATPHA. ... eeeeeiieeieeieeaeennn, 10
ALICTAT HATPHSA. ..o evveeeeeieiieaineieeaneenn 10

JU1st IPUTOTOBIICHUS OPOAHCHCEBOTU CPedbl UCTIONB30BANIN | T alleTaTHON cpelbl U 100aBIsun
1 r IpOXOKEBOTO AKCTpAKTA.

JIsl IpUTOTOBJIEHUs arapU30BaHHBIX CPEX B IOJYYECHHBIE PACTBOPBI MUTATEIBHBIX CPEX
no6asisia 15-20 r/n arap-arapa.

Cpenpl crepminn3oBaiu B aBTokiase mpu 1-1.2 atm B Teuenue 40 MuH. 3aTeM UX clieTka
oxnaxaanu (10 okono 70°C) u paznuBainu B IpoOUPKH WK Ha yamku [leTpw.

Hapawusanue ouomaccol. Bonopociu Chlamydomonas reinhardtii xynpTuBHpOBamu Ha
arapv3oBaHHOM cpefne mpu Temmneparype 23—-25°C, a B xuakux cpeaax — 27-35°C. OntuManbHas
OCBEIICHHOCTh COCTAaBIIsJIAa HAa CpeJax ¢ arap-arapoM 3—5 ThICAY JIIOKC, a B KHUIKUX cpenax — 13-15
TBICSY JIOKC. B mpomecce kymbTuBUpoBaHus PH cpembl u3MeHsIach B mpeaenax 6.8—7.2
(onmTUMaNBbHBIE TPEIENbl AJA pocTa). DTH u3MeHeHuss PH Mbl HaOmomanu Ha arapu30BaHHBIX
cpenax B TeueHue 10—14 cyTok pocTa Ha HEIPEPHIBHOM CBETY, a B )KHJIKUX Cpellax — B TeUeHHE 4—6
cyTok. [Ipu KyJIbTUBUPOBAaHUM B KHJIKOH alleTaTHOM cpejie BBIXOJ ChIPOH OMOMAcChl COCTaBIISI S—
10 r/n. JIns yBenuwdeHus: Bbixoaa Omomacchl 10 20 /1 Mbl yBENHMYMBAIA B 5 pa3 KOHIICHTPALIUIO
COJIEH, B pe3yJbTaTe Yero BpeMsl KJIIETOUHBIX AesIeHni cokpaianoch ¢ 10—-12 yacoB 1o 6 yacos Ha 1
CHOPYJISIUIO, @ BbIX0OA Onomacchl yaBaupaics. [lpu sTom cogepxanue XaopouiioB, KApOTUHOB U
KCaHTO(UIIOB B pacyeTe Ha KJIETKY MPaKTUYECKH HE U3MEHSIIOCH.

IIpu HenpeppIBHOM BBIpAIMBAHUU B UCKYCCTBEHHBIX YCIOBHUSX B pa3jIMYHbIC BPEMEHA roia
CYIIECTBEHHBIX U3MEHEHHUH B KyJIbTYpax HE HAOIIOAAIIH.
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I'JIABA |1

HACJIEJOBAHUE XJIOPOIIVIACTOB ITPUM BETETATUBHOM (MUTOTHYECKOM)
PASMHOXEHUU CHLAMYDOMONAS REINHARDTII

[{uronornyeckue u Oomoxumuueckue uccuemposanus (Levine, Ebersold, 1960; Kates et al.,
1968; Fowke, 1969; Lovlie, Braten, 1970) BbIsiBUIU MHOTHE CTOPOHBI MOBEACHUS XPOMOCOM U
JAHK B mpouiecce MUTOTHYECKOTO MU MEHOTHYECKOTO ACJICHUM Y 3€JIEHBIX BOJIOPOCIIEH, KOTOpPHIE
NPUHIMIMATFHO HE OTJIHYAIOTCS OT TaKOBBIX Yy BBICIIUX pacTeHUH. OJHAKO TMOBEICHHE
XJIOPOIUIACTOB B MpoIiecce 000MX TUIOB KJIETOYHBIX AeNIeHUH n3yueHo Maio. MccnenoBanue 3Toro
BOIIPOCa CTalO0 OCOOEHHO BAXKHBIM TOCJIE TOro, Kak crano u3BectHo o Hammuumu JIHK, PHK,
pubocoM U (epMEHTHBIX CHUCTEM B XJOpOIUIacTax, AENAIOUIMX BO3MOXKHBIM CYIIECTBOBAHHE
aBTOHOMHOW TeHeThyeckoi cuctembl B miactumax (Gibor, 1965; Surzycki, 1969). Haubonee
BEPOATHBIM MECTOM JIOKaJIM3allMd aBTOHOMHOI I'€HETHYEeCKOW CHCTEMBbI XJIOpoIulacTa (Iuiacroma)
SIBIITFOTCST 00JIACTH, B KOTOPBIX cocperaorodeHbl Mosiekynbl JJHK. DTu yyacTku miuacTua BBITISAST
nu6o B Buae cdepuueckux MIOTHBIX Teld (Goodenough, 1970), nubGo B Buae MOIUMOPQHBIX
¢bubpmi-conepxkamux obdnacreit (Ris, Plaut, 1962; Sprey, 1968).

[TockonpKy XJIOpOIJIACTHl BOJOPOCIEH, B YAaCTHOCTH XJIOPEIUIbI M XJIAMUIOMOHAJBbI,
pPa3MHOXKAIOTCST JENIEHWEM, TO W IUIACTOM MATEPUHCKOW KJIETKH JOJDKEH paclpenessThCs B
JOYEpHUE KIETKW. BaXHO OTMETUTh, UYTO Yy XJaMHJOMOHAJbI IUJIACTHUIIBI JOUYEPHHUX KJIIETOK
00pa3yroTCsl KaK B Cllydae MUTOTHYECKOTO, TaK U B Cllydae MEHOTHYECKOTO JIENCHUS KIETKU U3
OJIHOTO XJIOPOILJIacTa.

B nepsoM ciyyae — u3 XJI0pOILIacTa TalIONHON BEreTaTUBHOU KIIETKH, & BO BTOPOM — U3
XJIOpOIUIacTa AUIUIOMAHOM 3UTOThI. XJIOPOIIACT 3UTOTHI 00pa3yeTcsl OT CIAUSHUS ABYX IUIaCTUA
ramer (Cavalier-Smith, 1970) u comepxutr JIHK miactun u MaTepUHCKOH, U OTIOBCKON KIIETKH
(Chiang, 1968). Hekotopsie uccienoBarenu cuutatot, uro JJHK oTiioBcko# mmactuasl mu3upyercs
B Ipoliecce co3peBaHus 3urotel (Sager, Lane, 1969). ®@akt pa3nuyHOi MPHUPOABI XJIOPOILIACTOB
BEreTATUBHOMW KJIETKM U 3UTOTHl TPEACTABIAETCS BecbMa BaXXHbIM U CTAaBUT BOIPOC O
HEO0OXOIMMOCTH HCCleoBaHUs (OPMUPOBAHUS XJIOPOILIACTOB M €r0 KOMIIOHEHTOB B TPOIECCE
KJIETOYHEIX JEJICHUH B MUTO3€ U MeHO03€.

HccnenoBanust neneHus XJIOPOIUIACTOB BOJOPOCIEH B MPOIECCE MUTOTHYECKOTO JICICHHUS
KJIETKM HEMHOTOUYHWCJICHHBl M MUMEIOT Al MPOTHUBOPEUYMBBIX JaHHBIX. Tak M3yueHue KIETOYHOTrO
nenenus xiaamunomMonansl (Goodenough, 1970) moka3ano, 94To IeMUTCS HE TOJIBKO XJIOPOIUIACT, HO
U €ro CTPYKTYpHbI KOMIIOHEHT — nupeHoua. OJHaKO pe3ynbTaTbl HCCIENOBAaHUS JIEICHUS
XJIOPOIUTACTa CIICHEIEeCMYCa TO3BOJIUIN 3aKIIOYUTh, YTO MHUPEHOU] B JOYEPHUX KIETKAX MOXKET
dopmupoBatbcss de novo (Bisalputra, Weier, 1964; Brown, 1967). 3agaua HacTosIield paObOThI
COCTOSsJIa B TOM, YTOOBI HM3YyYUTh JNEJICHHE XJIOpOIUIacTa W (OPMHUPOBAHUE €r0 CTPYKTYPHBIX
KOMIIOHEHTOB B TEUEHHE MHUTOTHYECKOTO KJIETOYHOIO [EJIEeHUS Y OJHOKJIETOYHOW 3esIeHOM
Bomopocau Chlamydomonas reinhardtii.

1. HacencTBeHHasi HeMPePbIBHOCTH XJIOPOILIACTA NMPH BereTaTUBHOM Pa3MHOKEHHHU

BereratuBubple KieTKM TamwlouAHbl. OHM  MOTYT HEOTPAaHMYEHHOE YHCIO IUKJIOB
Pa3MHOXATbCS MHUTOTHYECKH. OIJIEKTPOHHO-MHKPOCKOIMYECKNE WCCIEOBAaHUS BETCTAaTHBHBIX
KJICTOK IMoKa3anu (puc. 1), 4ro Kaxaas 0coOb COAEPKUT SAPO M OAMH YalleoOpas3HbIi XJIOPOIUIacT,
B IIGHTPE KOTOPOTO DACIIOJIOKEH OJMH TMHPEHOW[, a B BEPXHEH TpPeTH, HEMOCPEACTBEHHO MO
000JI0YKOM TIACTH/IBI, — CBETOYYBCTBUTEIbHBIN OPraHOU — IJ1a3HOE MATHO.
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Puc. 1. Crpykrypa BererarusHoit kiaerku Chlamydomonas reinhardtii. ¥Ysemn.: 20000x.
KC — KIJICTOYHAsi CTCHKA, £ — SAPO, 50 — SAPBINIKO, 0X — 00O0JOYKa XJIOpOIUIacTa, n —
[UPEHOU]T, K — KPAXMaJI, 71 — THIaKOU/IBL.

B BepxHell TpeTu KJIETKH, OOBIYHO MEXIY SAPOM U XJIOPOIUIACTOM, PACIIOJIOKEH armapar
Fompmxu. Ilo Bceil muromiazmMe Mexay OO0O0JOYKAMH KIETKH M XJIOpOIUIacTa pa3OpocaHbl
muroxonapuu (Tareesa u ap., 1971; Jlageirun u ap., 1972, 1973; Sager, Palade, 1957; Ohad et al.,
1967). Lluronornyeckue MCCIEAOBAHMS MHTO3a M Meii03a MOKa3alli, YTO MOBEIECHHE XPOMOCOM Y
Chlamydomonas npuHIMIIHATBHO HE OTJIHYACTCA OT TMOBEACHHS WX Y BBICIIAX PACTCHHIMA
(Schaechter, Delamater, 1955; Levine, Folsome, 1959). Tun pemmukanuun JIHK B Muto3e
noJiykoHcepBaTHBHBIH (Sueoka, 1960).
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Amnanus NOJYUYCHHBIX HaAMW JIOAHHBIX IO BCTCTATUBHBIM KIICTKAM II0Ka3aj, 4TO <Coic A0
Haydajla ACJIICHUA sAapa, HUTOINIAa3Mbl U XJIOPOILIaCTa UMECTCA HEKOTOPOC YHCIIO KJIETOK, KOTOPEBIC

cozepkat aBa nupeHouna (puc. 2). [logoOHblid pakT oTMeuancs U y npyrux Bogopocieit (Brown,
1967).

Puc. 2. CrpykTypa BeretaTMBHOW KIETKM B Hayalle MUTOTHYECKOIO JEJICHUS sapa U
oOpasoBanue AByX nupeHonnoB. YBenudeHue: 20000x%,

KC — KIJIETOYHasl CTEHKa, ni — Ijla3MalieMma, ox — 00oyiouka XJjoporuiacta, n-1 u n-2-
MUPEHOUBI, 71 — TUIAKOUbI, 21 — TJIa3HOE MATHO, A — SIAPO, A0 — SAPBIIIKO.

SBnsieTcst 1 00sI3aTEBHBIM JISICHUE MTUPSHOM 1A 10 Havalia JISICHUs XJI0POIUIacTa UiH HeT,
MoKa CKa3aThb TPYAHO, TaK KaKk y 3TOr0 >K€ IITaMMa BOJOPOCIM paHee Habmofamu OOKOBOE
BBITSATUBAHHUE U JICIICHHE MHUPEHOUIA B mpolecce aeneHus xioporuiacta (Goodenough, 1970). V
psia BOJOPOCIEH OTMEUYAINCh pa3pylIeHHEe MUPEHOHMJA B TMPOIECCE MUTOTUYECKOTO JeNICHHS
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kiaetkd U (opmupoBanue ero de novo B mouepHux kierkax (Bisalputra, Weier, 1964; Brown,
1967). TpyaAHOCTh TPAaKTOBKH IO 3JIEKTPOHHO-MHUKPOCKOMHYECKUM (oTorpadusiM 3aKIH04aeTCs B
TOM, YTO OLIEHUBAIOTCS CTATUYECKHE KAPTHHBI; I03TOMY, KaK MOJaraloT HEKOTOPbIE UCCIIeI0BATENH
(Goodenough, 1970), 3a Hauano (GopMHpPOBaHHS HOBOTO MHUPEHOMIa MOTYT ObITh npuHsTH JIHK-
coaepxalie o0IacTH, KOTOpbIe IO CBOCH IUIOTHOCTH M TPAHYJISPHOCTH MHOTIA OBIBAIOT OJIM3KH K
IUTOTHOCTH TIMPEHOM/Ia, HO OHU HUKOT/IA HE OBIBAIOT MPOHHU3AaHBI TPYOOUKAaMH, XapaKTePHBIMH JUIS
MUPEHOUIA.

Henenue winerku Chlamydomonas HauumHaeTcss ¢ MHUTOTHYECKOTO JCJCHUS sApa, YTO
MPUBOAUT K (POPMHUPOBAHUIO ABYX sJiep B OAHOM KileTKe (puc. 3).

Puc. 3. Cpe3 BereraTuBHO# KIETKH, B KOTOPOW 3aKOHYHIOCH MUTOTHYECKOE JEJICHHE U
00pa3oBajiock JBa sipa, ABa MUPEHOWIA M HAYMHACTCS JIEJIEHUE TOKa eIle OJHOTO XJIOPOIUIacTa
(mokazano cmpenkamu). YBenuuenue: 20000x.

s-1, 51-2 — Ba s7Ipa, ox — 000JI0YKa XJIOpOILIacTa, n-1, n-2 — 1Ba MUPEHOU A, K — KpaxMall.
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Puc. 4. [Tocne MUTOTHYECKOTO JICJICHUs U 00pa30BaHMsI IBYX sep HAUMHACTCS JeJIEHUE TTIa3HOTO MITHA (@) M MUPEHOU 12 BHYTPH XJIOPOILIACTA
BereTatuBHOM KieTkH (6). [Tocie 0Opa3oBaHus ABYX MUPEHOUIOB M JBYX TJIa3HBIX MSITEH, IPOUCXOIUT JCICHUE XJIOPOILIACTa (ITOKA3aHO CMPENKOIL).

5-1, 2-2 — nBa anpa, en-1, en-2 — nBa riIa3HBIX MATHA, KC — KJIETOYHAS CTEHKA, M — MUTOXOHAPUS, 0X — 000JI0UKa XJIOporiacTa, n-1, n-2 — nBa
MUPEHOU A, K — KpaxMall, m — TUIAKOUbI, a2 — anmnapat ['onbmxu. Yeenuuenue: 60000x.
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Ho Tex mop, moka JeNeHHE sipa HE 3aKOHUYEHO W HE HAvaJCs LUTOKUHE3, HUKAKUX
JTIOKa3aTeNIbCTB JICTICHUS XJI0oporuiacta Mbl He HaOmoganmu. OHaKO BUIHO, YTO OOHApYKUBaeMbIH
HAa OTOM pHUCYHKE OJHWH THPEHOW] MEHBIIUX pa3MepoB, HYeM OOBIYHO HAOIIOJacMbIi B
BETETATUBHBIX KJIETKAX, HEOOBIYHOE pPACIIOJIOKEHHWE W pa3Mepbl MHUPEHOUJA HE HWCKIIOYA0T
BO3MOXXHOCTH TOTO, YTO OH YK€ IpeTeprel aeeHne. Takoe MpearnoiokeHne ObUIo MOATBEPIKICHO
JaTbHEHIIUMHU HccaenoBanusiMu. [locine oOpa3oBaHWs B BEreTaTMBHOW KIIETKE NBYX SIEpP, MBI
HaOmonan GopMUPOBaHNE B MAaTEPUHCKOW KIJIETKE JIBYX OpraHENUI TJIa3HOro msTHa (puc. 4, a) u
YETKOE Pa3eICHIe MUPEHOU 1A BHYTPH XJIOpOIIacTa ¢ 00pa3oBaHUEM JIBYX JOUYEPHUX MHUPEHOUIOB

(puc. 4, 6).

Puc. 5. Cpe3 nmensmieiicss BereTaTUBHOW KJIETKH, B KOTOPOW 3aKOHYMIOCh MHUTOTHYECKOE
JIeNieHne ¢ 0o0pazoBaHWEM JBYX sJEp W pa3Ieiuics XJIOpPOIUIacT Ha JIBa IMOJYXJIOPOTLIACTA.
Veemmuernue: 20000x%.

5-1, 5-2 — nBa sapa, ox — 000I0UYKa XJIOpOIIacTa, n-1, n-2 — nBa nupeHoua, Kk — Kpaxmar,
nx-1, nx-2 — nBa nosryxjoporuiacta. Cmpenkamu MOKa3aHO MECTO Pa3ACIUBIIETOCS XJI0POIUIacTa Ha
JIBa TOJIYXJIOPOILIACTA U HAYAJIO JICTICHUE KJIETKU C 00pa30BaHUEM KIIETOYHOM MEPEropoIKu (kn).

Kak TOmbKO 3akaHYMBAaeTCSd MHUTO3, HAUYMHACTCS IIMTOKHMHE3. PaHee OBLIO IMOKAa3aHO
(Johnson, Porter, 1968), yTo B TeueHHWE KJICTOYHOTO JIEJCHUS BCS IMTOIUIA3Ma, BKIIOYAs
XJIOPOIUTACT, TOBOPAYMBAETCS MPUOTU3UTENHHO HA 90° OTHOCUTEIHHO MEPBOHAYAIBHON KIETOUYHOM
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ocu. OOpa3oBaHue NEPEropoAKH HAYMHAETCS OT MEPEAHEr0 Kpasi KJISTKH B 00JIACTH PacOI0KESHHUS
0a3anbHBIX Tell KIyTHKOB (puc. 5). OHa paccekaeT KIETKY LEHTPOCTPEMHUTEIBHO TOIOojaMm,
paszgenssi B IEpBYIO odepens 00JacTh Jokanm3amuu saep. Ilo obe CTOpOHBI THeperopoiku
dbopMupyIOTCS MapaieIbHO PACIOIOKEHHbIE MUKPOTPYOOUKH, KOTOPbIE MPOHU3BIBAIOT KIETKY A0
MPOTUBONONOXKHOM cTopoHbl  (Goodenough, 1970). IlentpoctpemurensHoe (opmupoBaHUE
MIEPETOPOIKH MPEATNOIaraeT A€ BO3MOKHOCTHU JENEHUS XJIOPOIIacTa: MacCUBHOE PacceyeHue ero
MIOTI0JIaM TIEPEropoIKOM M TpeABapUTENbHOE JENCHHE XJIOPOIUIacTa, a 3aTeM pasJelieHHe €ro
MEePETrOPOIKO.

Ha ocHOBaHMM TMONYYEHHBIX HAMH JAHHBIX MOXHO TIPEIIOJOXKUTh, YTO JClICHUE
XJIOPOIUIAcTa HE SIBJISIETCS MMaCCUBHBIM MPOIIECCOM, MOTOMY YTO 3300 J0 TOTO MOMEHTa, KOraa
MEperopojika JIO0JKHA pa3feiuTh XJIOPOIUIACT IONOJIaM, OH JAETUTCS IyTeM CHJIBHOTO CXKaTHs
CBEpXy M CHU3Yy B MecTe JeieHus. Henb3s MCKIIIOUNTH, YTO B TeX CilydasX, KOTJAa K MOMEHTY
JeTICHUs XJIOpOIIacTa JeJICHWE MHPEHOUAA HE 3aBepIIMIIOCh, OHH IMPOUCXOMIAT OJHOBPEMEHHO
(puc. 5), momobHO TOMYy, Kak 3T0 ObLIO omucano panee (Goodenough, 1970). ITocne obpa3oBanus
JBYX MUPEHOUJIOB U JIBYX TTA3HBIX ISITCH, HAYMHAETCA JIeTICHUe XJioporuiacta (puc. 4, a, ToKa3aHo
CcmpenKoil).

Puc. 6. OOpa3oBaHue IBYX MOYEPHUX BEreTATHBHBIX KJIETOK, KAKAAS U3 KOTOPHIX COACPIKUT
HOBOE SIIPO U TOTYXJIOPOIUTACT MATEPUHCKOM KIIETKH C MUPCHOKMIOM U 3€PHAMHU Kpaxmalia, a TAaKxKe
MHUTOXOHJIpUH U anmapar ['onbmxu. YBenuuenue: 18000x.

5-1, 1-2 — saapa JOYepHHUX KIIETOK, onx — 000J04YKa MOIyXJI0poIiacTa, n-1, n-2 — MupeHouIbl,
K — Kpaxmaj, ae — ammapar [ oJbIKu, M — MUTOXOHJAPHS, K¢ — KIJIETOYHAsI CTEHKAa MaTePUHCKOU
kieTku. Cmpenkamu TIOKa3aH y4acTOK JICICHUS MATCPHUHCKOW KIETKH C 00pa3oBaHHEM 000JIOYEK
JIOYEPHUX KIIETOK.
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Puc. 7. Jlenenue MaTepUHCKOM KIETKH ¢ 00pa30BaHUEM JIBYX JOYCPHHUX KICTOK, KaXKIasi U3 KOTOPBIX COACPIKUT COOCTBEHHOE PO, XJIOPOILIACT,
MUPEHOU I, TJ1a3HOE MATHO U MUTOXOHApHUH. Y Benuuenue: 25000%.

5-1, 5-2 — sapa MOYEpHHUX KIETOK, 0x — 000J0YKa XJIoporuiacTta, n-1, n-2 — nmupenounsl, en-1, en-2 — rma3Hble MITHA, KC — KIETOYHAS CTEHKA
MaTepUHCKON KiIeTkH. Cmpenkamu TIOKa3aH y4acTOK JICJICHUS MAaTEPHHCKOHN KJIETKU C 00pa30BaHWEM HOBBIX 000JI0UEK JOYCPHUX KIIETOK.

24



HuTtokuues 3aBepiraercss (OPMUPOBAHMEM JBYX JOYEPHHUX KIIETOK, KaKAas M3 KOTOPBIX
COJIEPKUT SIIPO, TOTYXJIOPOILIACT C MUPEHOUOM U TJIa3HBIM MSATHOM, a TAaKXKe JIPYrHe OpraHesibl
U KJICTOYHBIE CTPYKTYpHI (puc. 6, 7).

Poct oOpa3oBaBmIMXCS MONYXJIOPOIJIACTOB HMEET MECTO B JOYEPHHX KIETKax [0
(dbopMHpOBaHKS HOBBIX YamleoOpa3HbIX XJOporuiacToB. Kaxkmas modepHsst KiIeTKa, TOMHUMO sipa,
XJIOpOIUIaCTa U MUTOXOHJIPHM, COAEPKUT CTPYKTYPHI armapara ['oib/KH, pacrionokeHHbIe 110 00e
CTOPOHBI OT siipa. Henb3s MCKIIIOUNTH, YTO B MPOLECCE AEIEHUS KIETKU MPOUCXOIUT U JIEIEHUE
armapara ['onbmku. [Togo6Hoe siBienue Ob10 0OHapy:keHo y Bogopociau Ulva mutabilis (Lovlie,
Braten, 1968, 1970). HaGmonaemoe nHOT/1a MHOTOKPAaTHOE YBEIMYCHHUE YUCIIA CTPYKTYp ammapara
["onb KM MOKET TOATBEPIKIATh BRICKa3aHHOE HaMU Tipeanooxenue (Jlagpirun u ap., 1974).

Hanuyne OonpIIoro uncina MUTOXOHIPUIM HE MO3BOJIIET MPOCIEANUTh 332 UX TOBEACHUEM B
MpoLecce MUTOTUYECKOTO JAefeHUs KieTKku. PopMupoBaHHE KIETOYHOM OOOJOUKH J0YEpHUX
kinerok Chlamydomonas reinhardtii B TouHOCTH cOBmamaeT C paHee ONHUCAHHBIM CHOCOOOM
dbopmuposanus ee y kiretok Chlorella (Griffiths, Griffiths, 1969).

Ha ocHoBanum m3ydeHus conepkanusi HykienHoBbIx kucinor Chlamydomonas u Chlorella
ObUIO YCTAHOBJEHO, YTO SAPO B MpOLlECCe MUTO3a IpPETepreBaeT IBE—TPU IMOCIIE0BaTEIbHbIE
perukanuu JIHK, uyTo nmpuBOAMT K BpEMEHHOM NOJIMTEHHH, a 3aTe€M IPOUCXOJAT ABa—TpH
MOCJIeI0BAaTENbHBIX MUTO3a U (POPMUPOBAHUE HE JIBYX, KaK HaOJII0/1aeTCs B JKUIKOM cpefe, a cpasy
YEeTHIPEX WM BOCBMH KJIIETOK, OOBIYHO HAOJIOJaeMbIX Ha arapu3oBaHHOU cpene (Sueoka, 1960).
[ToaTomMy mpu KyJIbTUBUPOBAHMU HA arapyM30BaHHBIX CpPEAax C IMOMOIIBI0O CBETOBOI'O MUKPOCKOMA
MO>KHO JIETKO HaOJI0/IaTh, YTO MOCJE MEPBOTr0 KIETOUHOTO JEJIEHUS 00pa3yroTcss MUKPOKOJIOHUH,
COCTOSIIME U3 YeThIPEX MIIM BOChMU JouepHuX kietok Chlamydomonas reinhardtii.

B nenmsmmmxcs xmoporuiactax 4yacto HaOMIONaIM HalW4yhe OJHOTO MM JABYX OKPYTJIBIX
“mnotHbIX Ten (puc. 8), B KOTOpbiX, kKak mosaratoT (Goodenough, 1970), nokanuzoBana JIHK
xJsioporutacta. Bnepssie JIHK-coneprkamiye y4acTk Xa0poIiacTa y XJaMyuA0MOHa bl onucanu Puc
n Ilmayr (Ris, Plaut, 1962). B BereraTuBHBIX KJIETKaX OSTH YYaCTKH JIOKAJIM30BaHbI BOJM3HU
nuperonna (CemenoBa u zip., 1978). [Ipiuem B HalIMX MCCIIEIOBAHUSAX MBI HE HaOII0aTH OOJIbILE
onHo#, o0eraHO phixion JIHK-cogepikamieit o6nacTu xjgoporuiacta psiioM ¢ MUPEHOUI0oM. B Tex
cllyyasix, KOTJa yIaBalOCh OOHApPYXHThb JBa IUIOTHBIX Tella, YTO BECbMa XapaKTepHO JUIs
JENALUXCSl XJIOPOIIaCTOB, OHU, KaK MPaBUJIO, ObLIM PACIOJIOKEHBI B MPOTUBOIOJIOKHBIX YACTIX
XJIOpOIIJIacTa, B BEPXHEH €ro 4acTH, a He B LIEHTPAIbHOM, rae pacrnonaraercs nupenounn (Jlagsirun
u ap., 1974).

[To MJIOTHOCTH COCTABIISAIOUIETO TPAHYIAPHOIO Marepuaiga 3THU Teja OJNM3KH K IUIOTHOCTH
MUPEHOUa, HO UMEIOT TOPa3/0 MEHbIINE pa3Mephl U HE OKPYKEHbl KpaXMalbHBIMH IJI00YIaMu
(Jlagpirue u gp., 1974). TlomoOHBIE CTPYKTYPBI B JENSIIMXCS XJIOPOIUIACTAX XJIAMHIOMOHAIbI
orMmeuanuck panee (Goodenough, 1970). beuto mokazaHo, 4TO HATMYKE TIOTHBIX TEJ KOPEIHUPYET C
noenenneM JIHK-xmopormactoB.  OTMedeHHble  OCOOGHHOCTH ~ BO3MOXKHOW — pa3iIMYHOU
nokanuzaimu JIHK-copepxkamux y4acTKOB XJIOpoIulacTa HaBOJST Ha MBICIb O TOM, YTO JUIs
BEreTATUBHBIX KJIETOK XapaKTEpHO HAJIW4ME OAHOW NOBOJBHO phIxjioi 30HBI JJHK-conmepkamux
(bubpUIIL, JTOKAIM30BaHHON OKOJIO MUPEHOUJA. A y MUTOTHYECKH JEJSAIIUXCS KIETOK K MOMEHTY
JeNIeHUs XJIoporiacta MoryT ¢opmupoBarbes nBe mioTHeIx JIHK-comep:kammx CTpyKTypbl H,
MOJ0OHO MUPEHOUIY W TJIa3HOMY ISITHY, pacHpeleisTbCcsi MO OAHOMY B JOYEpPHHE KIIETKH,
00BsICHAA, TAKUM 00pa30M, COXpaHEHHE IJIACTOMA B PSAY KIETOYHBIX JeieHui. DakThl pa3nuuHon
nokamuzanuu JIHK-conepkamux obiacTeit xjgoporiacta 1 I3BMEHEHHE WX TUIOTHOCTH OTMEYaId 1
npyrue wuccienosarenu (Bisalputra, Bisalputra, 1969; Goodenough, 1970). IlpunnunuanbHas
Bo3MOKHOCTh nenenus JIHK-comepxammx cTpykTyp ObUTa TOKa3aHa METOJOM CEPUHHBIX CPE30B
Ul XJIOpoIu1acToB siuMeHs (Sprey, 1968). Xumuueckuil cocTaB IJIOTHBIX TEJI MOKAa HEU3BECTEH.
OpHaKo METOAOM MEYEHBIX aTOMOB OBLJIO YCTaHOBJIEHO, YTO 3THU OOJACTH OJHO3HAYHO COJEpKaT
JIHK (CemenoBa u ap., 1978).
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Puc. 8. Cpe3 gensiieiicst BereTaTUBHOMN KIETKHU, MOKA3bIBAIONINI HAIWYNE ABYX TUIOTHBIX TEJ
B xjioporuiacte (@), ¥ (parMeHT IIACTUABI C IUIOTHBIM TEJIOM TPaHYJISPHOW CTPYKTYpsI (6).
Veemnuenune: a — 18000%, 6 — 60000x.

5 — AApo, ox — 000JI0YKa XJIOpOIUIacTa, nm-1, nm-2 — nBa MIOTHBIX Tella, K — KpaxMall, nm —
TUTOTHOE TEJIO.
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Takum 00pa3om, HCCICIOBAHUS JICICHHUS XJIOPOILIACTa B MPOILIECCE MUTOTHUSCKUX JICTICHUI
KJICTKHU TOKa3ajM, YTO y Psaa BOAOPOCIECH XJIOPOIUIACT ACIMTCS HE3aBUCHMO OT JCICHHS KJIETKH
(Green, 1964; Manton, 1964, 1966). Onnako, y 3enenbix Bomopocieir Chlorella, Ulva u
Chlamydomonas aenenue xaoporuiacta MpoXOIuT OJHOBPEMEHHO C JeeHrueM KieTku (JIaaplrun u
ap., 1974, 1975; Lovlie, Braten, 1968; Goodenough, 1970). IIpu 3ToM aeneHHe XJIOpOIUIACTa HE
SBIISICTCS,  MO-BHIAMOMY, IIACCHBHBIM  IPOILECCOM, a CTPOr0  OPHUEHTHPOBAHHBIM W
CKOOPAMHHUPOBAHHBIM IIPY MUTOTUYECKOM JIEIIEHUHU KIIEeTKHU (puc. 9).

Monoboe
DasMHOMeHUE

Puc. 9. Cxema neneHus sjipa u XJI0pOIUIacTa MpH BEreTaTHBHOM Pa3MHOKEHHH.

1 — B3pocnas BereraTHBHAs KJIETKa, 2 — HAYaJI0 MHUTOTHYECKOTO EICHUS s/Ipa U JICIICHHUE
MUpPEHOU A B XJIOpoIUIacTe, 3—5 — HUTOKKUHE3 U (hOpMUpPOBAHHE ABYX MOIYXJIOPOILIACTOB, 6 U 7 —
COOTBETCTBEHHO 00pa30BaHME M BBIXOJ] 300CTIOP.

Jlenenue BereTaTWBHOM KJIETKM HAYMHAETCA C MUTOTHYECKOTO JeneHus sapa. JleneHue
MUPEHOUJA, KOTOPOE YacTo HMMEEeT MEeCTO 10 MOMEHTa (OpMHpOBaHUS MABYX SI€pP, MOXKET
yKa3blBaTh HA TO, YTO YK€ MEpBbIE 3Talbl MUTOTUYECKOTO JENIEHUS siipa CIyXKaT CUTHAJIOM IS
MOATOTOBKH K JISJICHUIO BHYTPEHHUX KOMIIOHEHTOB XJIOPOILJIACTa — MUPEHOU 1A U TJIa3HOTO MATHA.

XJ0poriacT HauMHaeT AENUThCA TOJIBKO TOrna, KOrja JelieHHue sJep YXKe 3aBepIICHO.
Bompoc 0 ToM, 4TO CTY)KUT CUTHAJIOM K Hadaly JIEJCHHs XJIOpoIuiacta B MUTO3€ (YyIBOCHHE TE€HA,
JNETEPMUHUPYIOLIETO YHUCIO IJIACTH] B KIJIETKe, Wi (PakT popMUpOBaHUS ABYX SAEp), OCTaeTCs
OKOHYATENIbHO HepemeHHbIM. MOKHO IMoIaraTh, 4YTo JEJICHUEe XJIOPOILIACTOB, HAOII0aeMOoe Mociie
JieNieHusl siipa B Ipollecce MHTO03a, OOYCIIOBJICHO YABOCHHEM TIE€HOMa, a HE MPOIeCCaMH,
CBSI3aHHBIMU ¢ (OPMUPOBaHUEM NBYX sifiep. Jloka3aTenbCTBOM 3TOTO CIYKUT YBEIHUEHHUE YHUCIIA
XJIOPOIUIACTOB MpPH TOJUIUIOWAMM, KOTJIA YHCIO XJIOPOIUIACTOB  YBEJIMYUBAETCS KPATHO
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YBEJIMUEHHUIO YHUCJIa TEHOMOB, B TO BpeMs KaK YHCIO siIep M KJIETOK OCTAeTCsS HEU3MCHHBIM,
yBeIU4YUBasAch Jullb B 00beme (Jlampirua, 1965). DTOT dakT moATBEp)KIAET MHEHHE O TOM, YTO
YHCIIO XJIOPOIUIACTOB SIBIISIETCS TEHETUYECKU JIETEPMUHUPOBAHHBIM MPU3HAKOM U KOHTPOJIUPYETCS
AIpOM KJIEeTKH. Pa3mepsl camMuX XJIOpOIUIACTOB, OCTaBasCh TMOCTOSIHHBIMU MpPU H3MEHEHHUH
IJIOUJHOCTH, II0-BUJUMOMY, ACTEPMHUHHUPYIOTCS aBTOHOMHOM TI'€HETUYECKOM CHCTEMOU CaMoil
IJIACTU[IBL, T. €. TUIACTOMOM.

JleneHne MAaTEpUHCKOTO XJIOPOIUIACTa 3aBEpIIaeTCs OO0pa30BaHHEM JBYX JOYCPHUX
MOJIYXJIOPOTLJIACTOB, B K&XKIbI M3 KOTOPBIX PACIPENENSIOTCS BCE COCTaBISAIONINE MATEPUHCKYIO
IUIACTUY CTPYKTYpPhl — MUPEHOU] M Tia3Hoe MATHO. OHHM COXPAHSIOTCS B MPOLECCE KIETOYHBIX
JIeJIeHUH, pa3MHOXasCh JIeJICHHEM paHbIlle UM OJHOBPEMEHHO C JeJieHneM xJioporiacta. Hukakux
JIOKA3aTeNbCTB pa3pylIeHUsT MUPEHOUAA, IMOJAOOHO TOMY, KaK 3TO OTMEUYAJIOCh TPH JICJICHHUH
IJIacTU y Apyrux Bogopocieit (Brown, 1967), namu oOHapyXeHO HE OBLIO.

JUist mensimuxcsi XJIOPOIJIacTOB XapaKTepHO HAIM4YMe TUIOTHBIX Tell, TTOBEIEHUE KOTOPBIX
KopenupyeT ¢ wusMmeHeHueM coaepkanus JIHK xmoporumactoB B muto3e (Sueoka, 1960;
Goodenough, 1970). Bo3amoxHO, 4TO IMEHHO B IUIOTHBIX Tenax cocpenoroueHo JJHK xmopomnacra,
KOTOpasi pacrpenessieTcsi B IMpoliecce BEreTaTUBHOTO Pa3MHOXKEHUS KIETOK. V3MeHeHue mecta
JIOKAJN3aIMH, TPAaHYJIIPHOCTH M IIoTHOCTH npeanonaraeMeix JJHK-conepxkamux obmacreir Mmoxer
yKa3blBaTh Ha HAJIWYME MEXaHU3MOB, OOECHEeUMBAIOIMIMX (YHKIIMOHUPOBAHUE, APXUTEKTYpPy H
pacrpeiesieHre MIacToMa B IPOLecCe MUTOTUYECKOTO JEICHUS KIIETOK.

B mepBble Yachl >KM3HU 300CHOpP KAXKIBIH U3 MOJYXJOPOIUIACTOB JOUEPHHUX KIIETOK
pa3BHUBaeTCs 10 HOPMAIBHO C(HOPMUPOBAHHON TUTACTUIBI, XapAaKTEPHOU IS BET€TATUBHBIX KIIETOK.
Takum 00pa3om, CHOCOOHOCTH XJIOPOIUTACTa HM3y4aeMOW 3€JICHOH BOJOPOCIH Pa3MHOXKATHCS
JICICHUEM  OJHOBPEMEHHO C JICJICHHEM KJETKHM O00ecleyrMBacT €My HacleACTBCHHYIO
HEMPEPHIBHOCTH B PSIY KJIETOUYHBIX MOKOJIEHUH TIpU OECIIOI0M Pa3MHOKEHUH.

TakuM 00pa3oM, 3IEKTPOHHO-MUKPOCKOIMMYECKOE HCCICNOBAHUE JEJCHHUS XJIOpOILIacTa
OJTHOKJIETOYHO# 3eneHoit Bomopociau Chlamydomonas reinhardtii 8 mporiecce MHTOTHYECKOTO
JIeNIeHUs] KJIETKH I0Ka3allo, 4To, N0 TeX IMOp, MOKa JACNEHUE SApa HE 3aBEepIINIIOCH, JCJICHHE
xJioporuiacta He Habmonaetcs. [lupeHoun, ToKkaaIM30BaHHBINA B LIEHTPE IJIACTH/IBI, U TJ1a3HOE MATHO
MOTYT JIEIUTHCS 10 Havyaya JeleHus xjioporuiacta. OMHako HaMHU ObUIM OTMEYEHBI CIIy4ad, KOr/aa
MUPEHOU JIeIUIICS OJHOBPEMEHHO C JIEJICHHEM XJIOPOIUIacTa, MpPeIBapUTEIbHO YBEJIMYUBAsCH B
pa3Mepax U yUIMHSSICh B CTOPOHY, MEPICHIUKYISIPHYIO 00pa3yoIencs KIETOYHOW Meperopoke.
Hukakux jpoka3aTeibCTB pa3pyllieHHs MUPEHOUIa WM 00pa3oBaHus de NOVO HaMu OOHAPYKEHO He
obuto (Jlagerua u  np., 1974). Tloka3zaHO W3MEHEHHE IIJIOTHOCTH W MECTOPACIOIOKEHUS
npeanonaraembeix JIHK-comepkamux obOmacteid mmacTuabl, YTO MOXET OBITh CBSI3aHO C
(YHKITMOHMPOBAHUEM W paCHpeesieHneM MiacToma. TOT (akT, 4TO XIJIOPOIUIACT JEIUTCA MyTeM
CKaTHd M paslielieHHusl ero IeHTPalbHOW YacTH 3aJ0Jro A0 TOTO0 MOMEHTa, KOrjJa KJIeTOYHas
neperopoaka cpopmupyercs B OTOM y4acTKe, YKa3blBaeT Ha HAIMYUE MEXaHU3Ma,
00ecreunBaroIlero YeTKoe AeJeHHe XJI0poIlIacTa IMonojiaM U pacipeieseHle MoIyXJIOpOIUIacToB B
JOYEpHUE KJIETKU Takke, Kak W pacmpeneneHue sjep. CHUTHAIOM K JIEJICHHI0 MaTEPHHCKOTO
XJIOpOIUIACTa B BETETaTHBHBIX KJIETKaX [0 OOpa3oBaHUSA [BYX [OUYEPHHUX IUIACTUJ CILYKHUT
MpeIBApUTENILHOE YABOCHHUE T€HOMA IMyTEeM MHUTOTHYECKOTO AENeHUs siipa u (hopMHupOBaHHUE TBYX
s11ep MOJIOJIbIX 300cop. DaKT AAEPHOTO KOHTPOJIS YKCia XJIOPOIIIACTOB ObUT XOPOIIO YCTaHOBJIECH
MIPY MCCIIEOBAHUY TMOJMIUIOUIHBIX pacTeHull rpeunxu. [Ipudyem, Takas 3aKOHOMEPHOCTH YETKO H
OJTHO3HAYHO ObLTa TMOKa3aHa Ha TPeX pa3IM4YHBbIX BHIaX rpeunxu Fagopyrum sagittatum Gelib.,
Fagopyrum emarginatum Roth. u Fagopyrum tataricum Gaertn. (Jlageirun, 1965). VYiaBoenue
reHoMa Yy TETPAIUIOWAHBIX PAacTeHHIl COMPOBOXKAAJIOCh KpaTHBIM YBEIMYEHHEM 4YHCIIA
XJIOPOIUTACTOB B J[BA pa3a MO CPaBHEHHUIO C MCXOAHBIMHU AWIUIOWIHBIMH PACTCHHSIMH. SIepHBIM
T€HOMOM KOHTPOJIUPYETCSl Takke mporecc OuocuHTe3a xyopodmmia. OnHaKo pa3Mepbl caMHuX
XJIOPOIUTACTOB M OEITKOBBIX KOMIIOHEHTOB PEAKIIMOHHBIX IEHTPOB (HOTOCHUCTEM H DJICKTPOHHO-
TPAHCIIOPTHOM 1en  ()OTOCHHTE3a KOHTPOJUPYIOTCS TEHAMH XJIOPOIUTAcTOB  (TIJIACTOMOM)
(JIaperrun 1965, 1998).
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I'JIABA 111

HACJIEJIOBAHUE XJIOPOILTTACTOB IIPHU IIOJIOBOM (MEMOTHYECKOM)
PASMHOXEHHUU CHLAMYDOMONAS REINHARDTII

Bompoc o0 TmoBeneHMHM ~XJIOPOILIACTOB B MPOIECCEe TOJOBOTO  Pa3MHOXKEHHUS Y
XJIAMHAZIOMOHA/IBI M3YYEH MajO0 W TPEJCTABISCTCS BECbMa Ba)KHBIM, IOCKOJBbKY B pE3yibTaTe
H30TaMHOTO IOJIOBOTO MPOIIECCa B 3UTOTY MOMAJAI0T J1Ba S/pa U JBE IUIACTH/IBI TAMET, U3 KOTOPBIX
(bOpMHUPYIOTCSL OJTHO SAPO U OJUH XJIOPOIUIACT 3UTOTHL. MEXaHU3M MOBEICHHS XPOMOCOM sapa B
Meii03e XOpOIo HM3BECTEH, HO Mpoliecc (HOpMHPOBaHHS OJHOTO XJIOPOIUIACTA 3MTOTHI M3 IBYX
XJIOPOIJIACTOB TaMET OCTaeTCs TOYTH HEHCCIEJOBAaHHBIM. MOXKHO MPEANOJIIOKHUTh JBE
BO3MOXKHOCTH: JINOO XJIOPOIUIACT 3UTOTHI (OPMHUPYETCS] U3 XJIOPOIUIACTa OJHOW TaMeThl, a
XJIOPOIIACT BTOPOW TraMeThl JH3HpYeTCs, Kak 3To oTMmedanoch y Zignema u Ulva mutabilis
(Granick, 1965; Braten, 1971, 1973; Fjeld, 1971); nu60 xmoporuiact 3urotsl GOpMUPYETCS U3 IBYX
XJIOPOIIACTOB TaMeT MyTEeM CIIHSHUS, T0J00HO TOMY Kak 3To0 moka3ano st Gonium (Stein, 1959),
Chlamydomonas (Jlageiruu u gp., 1975; Brown et al., 1968; Bastia et al., 1969; Cavalier-Smith,
1970), Acetobularia (Crowley, 1966) u Lamynaria (Bisalputra et al., 1971).

B mepBoM ciydae XJIOPOIUIACT 3UTOTHI COACPIKUT TEHETUYECKYI0 MH(DOPMALIUIO TIIACTH/IBI
(M1acTOM) O/IHOW TaMeThl, T. €. OCTACTCS TAIUIOMIHBIM, & BO BTOPOM CIIy4ae XJIOPOIUIACT 3UTOTHI
00BEAMHACT [1BA TIACTOMA U MOXET CTAHOBHUTHCS MUILUIOUAHBIM. OJHU HCCIIEAOBATEIN CUUTAIOT,
yro y Chlamydomonas reinhardtii B mpomecce co3peBanus 3urotsl JIHK oTIOBCKOI KiIeTKH
nusupyertcs (Sager, Lane, 1969), npenmonaras TeM caMmbIM TaljIONIHOE COCTOSIHHUE IIACTOMA TI0CTIe
cIusiHUS XyoporiactoB. [Ipyrue uccnenosarenu ormedanu Hannuue JJTHK xmopommactoB o6omx
pOIHTENICH B TCUEHHE BCEro meproa co3pesanust 3urotsl (Chiang, Sueoka, 1967; Gillham, 1969).

®dakt BO3MOXKHOCTH (POPMHPOBAHHS XJIOPOILIACTA 3UTOTHI C TAIUIOMTHBIM WM JUILIOHTHBIM
[UIACTOMOM MMEET UCKIIIOYUTEIIFHO BXKHOE 3HAYCHHUE U1l MOHUMAHUSI MEXaHU3Ma PaCIpeIeICHHsI
IUIACTOMA B TPOLIECCE MEHOTUYECKOro (POPMHUPOBAHHUS 300CTIOP, MTOCKOIBKY MOKET MPEAIoiaraTh
HAJIMYUE WM OTCYTCTBHE PEIYKIIMOHHOTO jeneHus B pacnpenencaun JJHK xmoporuacta 3urotsr
npu (HOPMHPOBAHUM XJIOPOIUIACTOB 300CIOpP, @ TAKKE MOXKET ONpPEACISITh MATCPHHCKUI I
MCH/ICJICBCKMI THIT HACJIEAOBaHUS IPU3HAKOB, OOYCIOBJICHHBIX MYTAIUSAMH XJOPOIUIACTHBIX
reHoB. Kpome TOro, xapakrep pacrpelelieHHs IIacTOMa MOXKET OTPa3sUThCS Ha MOPQOIOTHUH
JIETICHUST XJIOPOILTIACTA 3UTOTHI B OTJIIMYME OT TAKOBOHM MPU MHUTOTHYECKOM JICICHHU BETeTaTHBHOM
KJICTKH.

3ajaya HACTOAIIETO WCCICAOBAHUS COCTOsUIa B TOM, 4YTOOBI H3Y4YHWTh [OBEJICHUE
XJIOPOIIACTOB B MPOIIECCE ITOJIOBOTO PA3MHOKEHHSI OT MOMEHTA CIMSHHS raMeT 10 (GopMUpOBaHUsI
nodepHux 3oocrop. OCHOBHOE BHMMAaHHME MBI YICISUIM BBISCHCHHIO Mporecca (HopMHpOBaHUSI
XJIOPOIIACTA 3UTOTHI U3 XJIOPOIUIACTOB TaMET U M3MEHEHHIO CTCIICHH Pa3BHTHUS €r0 MEeMOpPaHHOI
opraHu3anu. beiaa Takke MpeanpuHsTa MOMBITKA MPOCICIUTh 3a MPoIeccoM (HOPMUPOBAHHUS
XJIOPOIIACTOB 300CIIOP ¥ YCTAHOBUTH 3aBUCHMOCTH ITOBEIICHHUS SIIEP U XJIOPOILUIACTOB BO BPEMEHH.

1. HacencTtBeHHasi HeMpPepbIBHOCTH XJIOPOILIACTA NMPH MOJ0BOM Pa3MHOKEHUH

3oo0cmopsl, oOpasyrommmecs Kak B MPOILECCEe MUTOTHYECKOTO, TaK U MEWOTHYECKOTrO
JENeH, CIOCOOHBI HEOTPaHWYEHHOE YHCIIO TeHEpalHii pa3MHOXAThCs BEreTaTHBHO. TOJIBKO B
YCIIOBUSX A30THOTO JedUIUTa BEreTaTUBHBIC KICTKH JUPPEPEHIUPYIOTCS B  TaMETHI.
Chlamydomonas reinhardtii — rereporamanuHas BOAOPOCHb, MOITOMY Ui OOpa3oBaHUS 3UTOT
HEO0OXOIMMO TIPEIBAPUTENHHO TOMYYUTh TameThl OT (+) U (—) MITaMMOB, OTOOpPAHHBIX JIS
CKpEUIBAHHUS.

[Mpouecc muddepenmanin BereTaTuBHBIX KIETOK (puc. 1) B rameTsl U (GopMHpOBaHUS
3UTOTHI JeTalbHO omucan panee (Brown et al., 1968; Friedmann et al., 1968).
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Puc. 1. ®parMeHThI XJIOPOIIJIACTOB BETETATUBHBIX KJIETOK auKkoro tuma K(+) (a) u sxenroro myranta XK-4(+) (6).
0X — 000JI0YKa XJIOPOILIACTa, M — THIAKOWI, Cm — CTONKA TUIAKOUIOB, 7 — MUPCHOWI, K — Kpaxmal, on — 00O0J0YKa IIACTHIbBI, YN — LEMOYKa
MY3BIPBKOB, €1 — €ANHUYHBIC ITY3bIPHKH, 02 — OCMUO(DUIILHBIE TIIO0YITHL.

32



Puc. 2. ®parmMeHTHI XJIOPOIUTACTOB raMeT KieTok aukoro tuma K(-) (a) u ramer xenroro myranta X-4(+) ().
0X — 000JI0YKa XJIOPOILIACTa, C/M — CTOIKA THJIAKOMJIOB, /1 — IIMPEHOMI, K — KpaxMall, on — 000JI0YKa TUIACTHIB, Y/ — IIETI0YKa ITy3BIPbKOB, en —
SIMHUYHBIC Y3bIPbKU, 02 — OCMHO(UITEHBIE TTI00YJIBI.
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Puc. 3. TIpoonbHbIe Cpe3bl raMeT HCXOAHOT0 3eneHoro mramma K(-) (a) u xkenxroro myranta XK-4(+) (6). YBenuuenue: 20000x.

Mme — MeMmOpaHa raMeThl (Iu1asmMalieMMa), s — SIIpo, 510 — SIAPBIIIKO, AM — siiepHas MeMOpaHa, 0X — 000J104Ka XJIoporacTta, x1-1 — xjmopormiact
rameTbl quKoro tuma K(-), xz-2 — miactuga raMmersl xentoro myrtanta JK-4(+), n — mupeHoum, m — TUIAKOWMbI, K — KpaxMall, en — eINHUYHbBIE
MY3BIPBKH, 02 — OCMHO(HIIBHBIE TTIO0YIIBI, @2 — anmapar [ 0JIbHKH, o — KTYTHK.
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[TosToMy B HameMm COOOIIEHWH MbI CHEIHMAIBHO HE pPAaCCMAaTPUBAEM CTPYKTYPHBIX
M3MEHEHUH XJIOpoIulacTa B 3TOM mporecce. OTMETHUM Jullb, YyTO B Xoae auddepeHmaniu
BEreTaTHBHBIX KJIETOK B TraMeThl Ha 0e3a30THOW cpene HaOMIONAeTCs YacTHUYHAS JECTPYKIMS
JaMEIUISIPHBIX CTPYKTYp, OOYCIIOBIIEHHAsl, BEPOATHO, HApylIeHHEM OEJIKOBOrO CHHTE3a, KOTOpPOe
COIIPOBOKAAETCS] BTOPUYHBIM pa3pyIICHUEM XJIOpOHILIA.

CremneHp OECTPYKIUU U MOTEPHU XJIOPODUILIA 3aBUCUT OT JJIUTEIBHOCTH POCTa KYJIbTYphl Ha
6e3azoTHOl cpene. OTHOBPEMEHHO B raMeTax MAET HAKOIUIEHHE OOJBIIOr0 KOJMYECTBAa Kpaxmala
(puc. 2), SBISIOMIETOCS SHEPIETHUYECKUM PE3EPBOM IS TMOCICAYIOIMHUX METa00IHIEeCKUX
MPOIIECCOB, KOTOPhIE UMEIOT MECTO IPU CO3pEeBaHUM 3UTOThl. Hapymienus GenmoKCHHTE3Upyromen
CHUCTEMBI B TaMeTax, IMO-BUIMMOMY, B pe3ysbTare nerpamanuu pudocom (Siersma, Chiang, 1971),
NPUBOASIIECE K YACTUYHOU JAECTPYKIUH MEMOpaH, a TakKe K HAKOIJICHUIO OOJBIIOT0 KOJIMYECTBA
KpaxMajia B XJIOpOILIacTax, OTMEYaanch W Apyrumu ucciemoBatensmu (Friedmann et al., 1968;
Bastia et al., 1969).

DNEKTPOHHO-MUKPOCKOIIMYECKOE HCCIE0BAaHUE TaMEeT HMCXOJHOIO 3€JI€HOr0 ITaMMa U
KENTOr0 MYTaHTa IMOKAa3alo, YTO XapakTep OpraHu3aluud MeMOpaH UX XJIOPOIUIACTOB OCTAaeTCs
MOJOOHBIM TOMY, YTO HaONIOAAaeTcs NpPU BEreTaTUBHOM pPa3MHOXKEHHWH JTHX MITAMMOB, HO
OTMEYAETCsl XapaKTepHas JECTPYKIHUS MEMOpaHHBIX KOMIIOHEHTOB BHYTPEHHEW CTPYKTYpHI
wiactua (Jlagerun u ap., 1972-1975).

XJIOpOIUIACT raMeT UCXOAHOTO 3€JIEHOTO IITaMMa COIEPKUT OOJIBIIIOE YHCIIO TUIAKOUIOB, B
OTACTBbHBIX MECTaxX OHU TIPYNIHUPYIOTCS B cTonku (puc. 3, a). OCHOBHas dYacTh MaTpHKCa
MEXTUJIAKOUIHOTO TPOCTPAHCTBA COACPXKUT KpaxMaslbHble 10Oynbl. IlmacTuabl ramer >entoro
mytanTa (JK-4) MMEIOT CHIBHO PEAYIHUPOBAHHYI0 MEMOpPAaHHYIO CHCTEMY W (DOPMHPYIOT JIHIIb
OT/ICJbHBIC My3bIPbKH, B PEIKHX CIy4asX — IEMOYKU My3bIpbKOB (puc. 3, 6). B xiopomnacre ramer
MecTaMH HaOJII0Ja0TCs pa3pylIeHre JaMeJUIIPHON CUCTEMbl U HAaKOIUIEHHE OOJIBIIOrO KOJIMYeCTBa
KpaxMana. Bce raMeTsl TEpsIOT KJIETOYHYIO CTEHKY M OCTAlOTCS MOKPBHITHIMH TOHKOM MeMOpaHOH
(puc. 3. a, 6), 4to XOpoIo mpousuTocTpupoBano panee (Jlagpruu u gp., 1975; Friedmann et al.,
1968).

[Tpouecc cnusiHUsI TaMeT MPOTHUBOMOJIOKHBIX TUIIOB CIIApUBAHMS HAUWHAETCS Cpas3y IOCIie
CIIMBAHMsI CYCIIEH3MM ramer u nponospkaercs B TeueHue 20-30 MuH. OH JIETKO NMPOCIEKUBAETCS C
MOMOIIBI0 CBETOBOr0 MHUKpockona. Ilpu ckpemmBanum xenroro wmyrtanta K-4 u  TUOM
CIIApUBAHHUS IUTIOC U UCXOJHOTO 3€JE€HOr0 ITaMMa ¢ TUIIOM cniapuBaHust MUHYC K(—) uepes 1 yac ¢
MOMEHTa KOIYJSALUUA raMeT (OPMHUPYIOTCS MOJIOJABIE 3UTOTHI, KOTOPbIE COAEpKaT JIBa Aapa U J1Ba
MOp(OJIOTHYECKH JIETKO OTJIMYMMBIX XJoporyacta (puc. 4). Oba XjoporuiactTa COXPaHsIOT
XapaKTepHYyI0 [UIsl TJIACTHJA raMeT BHYTPEHHIOI CTPYKTYPHYIO OpraHU3alldi0 U opraHoujsl. B
NepBbIe Yachl CO3PEBaHMS B MOJIOJION 3UTOTE, MOKPHITOM TOHKOW MEPBUYHON MEeMOpPaHO, MOYKHO
HaOJI0/1aTh COXpaHEHUE MHUPEHOUJOB B KaXIOM M3 XJIOPOILJIACTOB M CBETOUYBCTBUTEIBHBIX
OpPTraHOMJIOB — IIa3HBIX ISTEH, UM CTUTM.

B 2-yacoBbix 3urorax oOHapyKMBarOTCs MEPBbIE ATAMbI CIUAHUA siiep. Hukakux nmpuzHakoB
CIIMSIHUS XJIOPOILJIACTOB B 3TO BpeMs He oTMedanock. CrIusHHE siiep HauuHaeTcs JU00 B OJHOM
mecte (puc. 5), mubo B 2—3 mecrax (puc. 6, a).

W tompko Korja ciusHHE siep MouTd 3aBepmaercs (puc. 7, a), cmycts 0.5-1 waca c
MOMEHTa Hayajla CIUSHUS, yJaeTcsl 3aMETUTh MEpBbIE ATambl CIAUSHUS XJoporiacToB. CiusHue
XJIOPOIIJIACTOB HAUMHACTCS TaK XKe, KaK U CIUsSHUE sAep, ¢ 00pa3oBaHus “‘MeMOpaHHOIO MOCTHKA™
(puc. 7, 6). ®opmupoBaHre AUILUIOUTHOTO SAPaA 3UTOTHI 3aBEPIIACTCS CIUSHUEM SAPBIIIEK (puc. 8,
a). O6nacTh CAUSHUS XJIOPOIUTACTOB IMIOCTENICHHO paciuupsiercs (puc. 8, 0).

YV 4-5-4acoBBIX 3UTOT MOKHO HaOMIOAaTh (POPMHUPYIOUTUHCS XJIOPOTUIACT, KOTOPBIA COCTOUT
U3 JIBYX MOP(}OJIOTMYECKH OTJIMYMMBIX IOJIOBHH, OOpa30BaHHBIX IUIACTHAAMHU T'aMET KEJITOro
mytanTa JK-4(+) m wmcxomgHoro 3emenoro mramma K(=). Tlpu caustHuM B JKEITOH ITOJIOBHHE
XJIOpOIJIacTa HAYMHAIOT (POPMHUPOBATHCS MEMOpaHHAas CHCTEMA.

B 3urore, B KOTOpOil 3aKOHYMIOCH 00pa30BaHUE TUIUIOMAHOIO SiApa U OJHOTO SAPBIIIKA,
MIPOIOJDKACTCS CIUSHUE POIUTENLCKUX XJIOPOIIACTOB TaMeT M 00pa30BaHUE €IMHOTO XJIOPOIIacTa
3UTOTHI (pHC. 9).
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Puc. 4. Monopas 3urora (depe3 | yac mocie KOmyJisiium), CoeprKalias ABa XJI0poIiacTa: xi-
1 — xjopormutact raMeTsl KJIETOK aukoro tuma K(-—), comepkamuii 00IbIIOE YUCIO THIAKOUIOB H
X7-2 — XJIOPOIUIacT raMeThl kentoro myranTa JK-4(+), He comepkanuii MeMOpaHHBIE CUCTEMBI, a
JIMIIb €IMHUYHBIE My3bIpbKU. Y Benuuenue: 20000%.

M3 — MeMOpaHa 3urothl, x7-1 — xmoporuiact ramersl qukoro tuna K(-), xz-2 — mimacrtuna
rameTsl keiaroro myranta JK-4(+), n-1, n-2 — nupenouasl, 0X — 000JI0YKa XJIOpOILIACTa, N —

MUPCHOU, M — TUIAKOUJBI, K — KpaXMaJl, en — CAUHUYHBIC ITY3bIPbKHU.
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Puc. 5. Monopaas 3urora (depe3 2 yaca mociie KONyJIsiuH), B KOTOPOH MPOUCXOIUT HAYAJIO
CIIUSIHUSL SIIEP B OJJHOM WJIM JIBYX YYacTKax siiepHoW mMeMOpaHbl (IOoKa3zaHO cTpenkoi). Hukakmx
CIIMSIHMH XJIOPOILIACTOB 3eJIeHOTo (x-1) m »kenroro (x7-2) eme He HaOMOgacTCs. Y BEIUYCHHE:
40000x.

5-1, s1-2 — s;Ipa POAMTEIBCKHX TaMeT, X/I-1 — XJI0pOIuIacT ramersl aukoro Tuma K(=), xi-2 —
XJIOPOILJIACT TaMeThl kenToro myraHta JK-4(+), 0X — o00oJjoYyKka 3eJeHOro XJIOpOIUIacTa, on —
000J104Ka MJIACTUABI )KEATOTO0 MYTAaHTA, 71 — TUJIAKOU/IBL.
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Puc. 6. ®parmenThI MOJIOI0 3UTOTHI (Uepe3 2.5 Jaca 1mocjiae KOMyJsSiuH), B KOTOPOU MPOUCXOIUT HAYAJIO CIUSHUS SACp POJAUTEIHLCKUX raMeT B
JIBYX y4acTKax sepHO MeMOpaHbl (rokazaHo cmpenxamu) (a). JIBa Xxjoporiacta poauTeNbCKuX ramet (-1 u xi-2), coleprKaiiue riia3Hble MaTHa
(en-1, en-2) m pacroOKEHHBIC PAIOM, HAYUHAIOT CIMBAThCS BHEIIHMMH MeMOpaHaMd OO0OJOYEK XJIOPOIIacToB (MOKasaHo cmpenkoil) (6).
Veemnuenue: a — 50000%, 6 — 60000x.

-1, 52-2 u 50-1, 50-2 — AApa U SAPHIIIKK POTUTEIBCKUX TaMeT, xji-1 — XJIOPOIUIaCT raMeThl AUKOro tuma K(-), x7-2 — XJI0poriacT raMeThl
xentoro myranrta JK-4(+), 0X — 000J109Ka 3eJICHOT0 XJIOPOIUIACTa, 01 — 000JIOYKA TUIACTU/IBI KEITOT0 MYTaHTa, /11 — TUIIAKOHIBL.
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Puc. 7. [lepuon 3aBepiieHus CIUSHUA SEp TaMET B MOJIOZIOHN 3UroTe (5 4acoB Mocie KOMYJISIMK) U Ha4allo CIUSHUS XJIOPOIUIaCTOB
POAMTENBCKUX TaMeT (x-1, x7-2) ¢ 0OpazoBaHHEeM MEMOPAHHOTO MOCTHKA (TIOKa3zaHo cmpenkot). YBennuenue: a — 56000%, 6 — 60000x.

Am — gaepHas MeMOpaHa, 513 — SIIPO 3UTOTHI, A0-1, £0-2 — AAPBILIKN POTUTEINBCKAX TaMeET, X/1-1, x/1-2 — XJIOpOILTaCThl POJUTEIBCKUX TaMET, OX —
000J10YKa 3€JIEHOr0 XJIOPOIJIacTa TaMEThI TIMKOTO TUIIA, 01 — 000JI0YKa TIACTHU/IBI TAMETHI JKEITOT0 MYTaHTA.
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Puc. 8. CnustHue SApBIIIEK POAMTEIBCKUX TaMeT B MOJIOAOW 3HWroTe (5 4YacoB ToCIe
KOMyJsAuu) (a) ¢ XJIOPOIJIACTOB POAMUTEIBCKUX TaMmeT (MOKa3aHO cCmpenxol) ¥ Hadajo
(GOpMHUPOBaHHS THJIAKOUIOB B KEITOM XJIOPOIUIACTE (X7-2) B 30HE CIHMSIHHS. YBCIWYCHHE: @ —
70000x, 6 — 30000x.

AmM — siepHas MeMOpaHa, 513 — SJIpO 3MTOTHI, 510-1, 50-2 — SAPBIIKA POJIUTEIBCKUX TaMeT,
xn-1, x71-2 — XJTOPOIIACTBI POJIUTENBCKUX TaMeT, ox — 0bosouka xmoporuiacta K(+), on — obonouka
macTuasl MyTanTa JK-4, m — TUIIaKOUIbI, K — KpaxMal.
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Puc. 9. Mononas 3urota (4-5 4acoB ¢
MOMEHTa  KOINYJSIMH), B  KOTOpPOU
3aKOHYMIIOCH 00pa30BaHHUE TUIIOMIHOTO
Spa 3UTOTBl W OJHOTO SAPBINIKA U
MPOAOIDKACTCS  CIIUSHUE POIUTEIBCKHX
XJIOPOIJIACTOB  TaMeT ©  00pa3oBaHHE
€IMHOTO XJIopoIlIacTa 3urotel. Ilpuyem B
30HE CIMSHUS XJIOPOIUIACTOB (IIOKa3aHO
cmpenKotli) B JKENTOW IJIacTUie MyTaHTa
K-4 (xn-2) waumHaetrcs GOpMHUPOBAHUE
TUJIAKOUJIOB TIOJI BIUSHUEM T'€HA JHUKOTO
THUMA 3€JeHOro  xJjoporuiacta  (xz-1)
mramma K(-). Yenuuenue: 20000x.

A3 — TUIUIOUTHOE PO 3UTOTHI, 503 —
SIOPBILIKO  3UTOTHI, x2-1, x1-2 -
XJIOPOILTACTHl POANTENbCKUX ramer K(-)
u  K-4(+), COOTBETCTBEHHO, m —
TWIAKOUJBI, K — KpaxMall, cmpenKa
yKa3plBaeT Ha 00JacTh CIMSHUSA JBYX
XJIOPOIJIACTOB POJUTENBCKUX T'AMET, 02 —
OCMHOGUIBHBIE TJI00YIBI, COAEpIKAIUE
JUNUAIBI, KOTOpPbIE JIOKAIM3YIOTCS B
LUTOIUIa3ME.



[Ipuuem B 30He CIUSHHS XJIOPOIUIACTOB (IIOKA3aHO CMpenKoll) B )KENTOH MIIacTUIe MyTaHTa
XK-4 (x7-2) HaunHaetcss GOpMUPOBAHKME THJIAKOWIOB IO/ BIMSHHEM T'€HA JUKOTO THIIA 3EJIEHOTO
xJyioporutacra (xz-1) mramma K(-) (puc. 9).

Hano oTrmeTuTtsh, 4TO MOJ0CAa KOHTAKTa TAKUX XJIOPOILJIACTOB BBIpaK€HA HE COBCEM YETKO,
MO-BUAMMOMY, OJIaroapsi TOMy, 4To Haluyue pepMeHTa iU (PepPMEHTHBIX CHCTEM B XJIOPOILIACTE
JUKOTO THUMA, HApYIIEHHBIX Yy MyTaHTa, OOYCIIOBIMBA€T BOCCTAHOBJICHHE MEMOpaHHOM
OpraHU3aIMH [UTACTUIbI MyTaHTa B MIEPBYIO OYepeab B 007IaCTH CIUSHHUSL.

[TonoOHass kapTHHA MMEET MECTO HE TOJBKO B 0a3aJbHOW 4YacTH, HO M B BEPXHEH 4YACTH
XJIOPOIJIaCTa, B MECTE JIOKAIM3aluu Tia3Horo mstHa (puc. 10, @). CiausiHUME IUTaCTHI B ITOM
y4acTKe MPOUCXOTUT TaKKe MOCIe MOMEHTA 3aBeplieHHs causHus snaep. OaHako, Kak MpaBUio,
CIIMSIHUE XJIOPOIUIACTOB HauyMHaeTcss B 0a3ajbHOM YacTH, HO 3aTeM OBICTPO OXBAaTBHIBAET BCIO
HUpUHY TiacTuabl. Kak TONBKO CIMsSHUE XJIOPOIJIACTOB 3aBEPIINAETCS, MPOUCXOAUT ObICTpoe
BOCCTAHOBJICHHE MEMOpPAaHHOW CTPYKTYpHI B TOM 4acCTH XJIOPOILIACTa 3UTOTHI, KOTOpas o0pazoBaHa
IJIACTUI0M MYTAaHTHOM raMeThl. BOJIBIIMHCTBO 6-4aCOBBIX 3UTOT COACPKUT OJTHO JUILIOUTHOE SIPO
¥ OJMH XJIOPOIUTACT 3UroThl. ClHsHME MUPEHOUIOB, HAOIIOAaeMOE B HEKOTOPBIX M3 ITHX 3UTOT
(puc. 10, 6), mo-BuAMMOMY, yKa3bIBaeT Ha 3aBepiieHHe (POPMUPOBAHUS XJIOPOIUIACTA 3UTOTHI.
Panee BBICKA3bIBAJIOCH MPENIOIOKEHHUE, YTO OJMH U3 MUPEHOUIOB B MPOIECCe CIUSHUS TUIACTU]L
rameT JU3HPYETCs, a BTOPOH coxpansieTcs, GopMHUpYsT MUPEHOU Xjoporuiacta 3urotsl (Bastia et
al., 1969; Cavalier-Smith, 1970). ¥ Chlamydomonas reinhardtii o6a mnupeHonma ramer
COXPaHSIOTCS M, CIIMBASICh, POPMUPYIOT TUPEHOU T 3UTOTHI (Jlaapirun u ap., 1975).

Bonpoc o ¢hopMupoBaHuM ri1a3HOTO MATHA XJIOPOIUIACTA 3UTOTHI OCTACTCS HEBBIICHEHHBIM.
VYkazaHue Ha 3HAUUTENbHYIO PEAYKIHIO TJIa3HbIX MATEH IUIACTU TaMeT B mpolecce GOpMUPOBAHUS
XJIOPOIIaCTa 3UTOTHI M TPYAHOCTh €ro OOHapyxeHus B mpoiuecce cozpeanus (Cavalier-Smith,
1970) He marot oTBeTa Ha 3TOT Bompoc. OmHaKo GaKT COXpAHEHHS TJIA3HOTO MATHA B TCUYCHUE BCETO
Neproa CO3PEBaHUs 3UTOTHI HAMU ycTaHOBIeH (Jlagpirus u ap., 1975).

B TeueHue mepBBIX CYTOK CO3PEBAHMS HA CBETY 3UIOTa 3HAUUTEIBHO YBEIUYHMBAETCS B
paszmepax (ot 10-15 no 20-25 mMkM B nuamerpe) U (popMupyer mioTHyo 06oi0uky (puc. 11). B
MpoLecce TEMHOBOIO CO3PEBaHMUs 3UTOTHl HA MUHUMANIBHOM cpenie (0€3 OpraHnyecKkoro MCTOYHUKA
yriaepoja) ee XJIOPOIUIACT IMOJHOCTHI0 BOCCTAaHABIMBACT MEMOPAHHYIO CTPYKTYPY, XapaKTEpHYIO
JUIS TIJIACTHU]T BEreTaTUBHBIX KJIETOK TUKOIO THIA C IUIOTHOW YMaKOBKOW THiakounoB. B artor
NepuoJl B XJIoporuiacTe 3uroTsl Jerko BoisiBisercs JJHK-comepikamas obmactb, pacnoioxkeHHas
PSAAOM C MUPEHOUJIOM.

BricTpoe yBenuueHue pa3MepoB 3UTOTHI B MEPBBIE CYTKH CO3PEBAHUS HA CBETY, BEPOATHO,
OOyCIIOBJICHO OYE€Hb BBICOKOM AaKTHMBHOCTHIO METAaOOIMYECKUX M CHHTETHYECKHX IIPOIECCOB,
TpeOYIOLMX OTPOMHBIX 3aTpaTr SHepruu. IMeHHO M03TOMY OCHOBHAsi Macca KpaxMala pacXomayeTcs
B TIEpPBBIC CYTKH CO3peBaHUsA. MemOpaHHas CcHUCTeMa XJIOPOIIAcTOB 12—24-4acoBBIX 3HUTOT
IIpeTepIieBacT 3HAYUTEIbHbIC U3MEHEHUs. CIOU IUIOTHO YMAaKOBAaHHBIX MEMOpaH pa3phIXJISIOTCS,
BHYTPUTHJIAKOUJIHbIE TPOCTPAHCTBA 3HAUYUTEIBHO pAaCHIMPAIOTCS. MOXKHO mojaratb, 4TO 3TH
CTPYKTYpHBIE OCOOCHHOCTH OOYCIIOBJICHBI CHHTE€30M KOMIIOHEHTOB, COCTaBJISIONINX MEMOpaHHBIC
CTPYKTYpPHbI, 1 (OPMUPOBAHUEM HOBBIX THJIAKOUIOB. Ha 3T0 MOXeT yka3pIBaTh HEOOBIYHO OOJIBIIOE
YHCIIO THJIAKOUIOB MEXIY IBYMs psiiamMu riioOyia riaa3Horo mstHa (puc. 12, a). OObIMHO MEXITy
HUMH pacrojiaraercs TOJIbKO OAMH Twiakoua. MHorga B 3-CyTOUYHBIX 3UTOTax Mbl HaOMIOJAIH B
XJIOpOIJIacTe JIOKATU3AIMIO ABYX TIJa3HbIX msaTeH. OOpamiaer Ha cebs BHUMaHHE HEOOBIYHOE
pacrojoKeHUe OJTHOTO U3 HUX, BHYTPU CTONOK THJIAKOUIOB, a HE CHAPYKU, HEMTOCPEACTBEHHO O/
000JIOYKOM TIACTH/IBI, KaK OOBIYHO. YKa3bIBAaeT JIM 3TOT (akT HA COXPaHEHHE B XJIOPOILIACTE
3UrOTHI JIBYX TIJ1a3HBIX MSATEH raMeT, WU HallMdhe UX €CTh pe3yNbTaT AENEHHUS TJA3HOTO MSATHA
3UIOTHI, MOKA CKa3aTh TPYAHO. JlJsl BBIACHEHUS 3TOrO BOIpoca TPeOyloTCS JOMOJTHUTENbHBIC
uccinenoanus. [IpuHnunuanbHas BO3MOXHOCTh CIMSIHUS TJ1a3KOB HE MCKIOYeHa. Panee ciusiHue
rIIa3HbIX MmaTeH otMeuanoch y Acetobularia (Crowley, 1966).

B xjopomnacTe 3penoil 3uroTsl A0 Hayalla €ro JIeJeHHs MOKHO HaOII0JaTh PacXoKICHHE
IBYX pAIOB IIOOYN TJIA3HOTO ISITHA Ha 3HAYMTENbHOW paccrosHue (puc. 12, 6), 4To MOXKeT
yKa3bIBaTh HAa (JOPMUPOBAHUE HOBBIX IIa3HBIX MSATEH JOYEPHUX 300CIIOP.
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Puc. 10. CnusiHMe XJIOpPOILIACTOB POJUTENBCKUX TaMeT B OOJIACTH TJIa3HOTO TIISITHA
(mokazaHo cmpenkoti) (a) M clUsSHAE MHPEHOUOB POAUTEIBCKUX TaMeT B MOJIO/I01 3urote (5 yacos
nocine Komyisun). YBemmuenue: a — 60000%, 6 — 50000x%.

xn-1, x1-2 — XJIOPOILIACTHI POAUTENBCKUX TaMeT, en-1, en-2 — ria3Hble MATHA POAUTEIBCKIX
raMmeT, 0x3 — 00O0JI0YKa XJIOPOIUIACTa 3UrOTHI, n-1, n-2 — MUPEHOMAbl POAUTEIBCKUX TaMeT, K —
Kpaxmail, /m — THIaKOHIBI.
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Puc. 11. YapTpacTpyKTypHasi OpraHu3aius 3UTOThI MMOCNIEe 6 CYyTOK CO3PEBaHUs B TEMHOTE
Ha MHUHEpaJbHOM cpene. 3UroTra COAEPXKUT OJHO JAMIUIOMIHOE SIPO, OJIWH “AUIIOMIHBIN
xnoporact, cogepxamuii JJHK (JHK) ot o0enx pOAMTENbCKHX TaMeT, U c(hOpMHUPOBAHHYIO
TOJICTYIO 000JI0UKY 3UroThl. Y Benndyenue: 60000x.

A3 — AP0 3UTOTHI, 0X3 — 000JI0YKA XJIOPOTIACTA 3UTOTHI, 713 — MUPEHOU 3Urothl, JHK —
JHK-coneprkariast 00,1acTh 3UTOTHI, 711 — THIAKOUIBI, K — KpaXMaJl, 03 — 000JI0YKa 3UTOTHI.




L

i3, fﬁ‘ e
Puc. 12. Havao aeeHust MaTepUHCKOTO TIa3HOTO IMATHA B 3peioii 3urore () U GOpMHPOBAHUE ABYX TUIA3HBIX MATEH JOYEPHUX 300c11op (6).

2n — MaTepUHCKOE TJIa3HOE MATHO, en-1, en-2 — GopMUpOBaHME ABYX TJIA3HBIX NATEH JOYEPHUX 300CTOP, M — TUIAKOUIBI, 13 — MHPEHOU]
3MT'OTHI, K — KpaxMaJl, o2 — oCMHODHIIbHAS T7I00YI1a, 03 — TOJICTas 000JI09Ka 3pelioit 3uroTel. YBenmudenue: 75000%.
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Puc. 13. YnerpacTtpykTypa 3penoi 3urotsl, B KOTOpO 1ociae MEHOTHYECKOr 0 AETIeHU Aapa
INPOUCXOIUT JEJCHUE MUPEHOMJA W HAUMHACTCA JIEJICHHWE XJIOpOIIacTa 3UrOThl (ITOKa3aHO
cmpenxoti). YBenudenue: 30000x.

n-1, n-2 — nupenon B! GOPMHUPYIOMIMXCS MOJOABIX 300CIOP, CMpenKoli TIOKa3aHO JeNICHNE
MaTEepUHCKOIr0 XJoporuiacta, xi-1, xz-2 — oOpa3oBaHHe IBYX XJIOPOIUIACTOB 300CIHOp IyTEM
JIENIEHUS] MaTEPUHCKOTO Xytoporuiacta 3urotel, /JHK — JIHK-coneprxkammas 00macTh, m — THITaAKOUIBI,
K — Kpaxmai, 03 — 000JI04Ka 3UT'OTHI.
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Puc. 14. YiuprpacTpykTypHas opraHu3aiusi TeTpajbl TalUIOWJAHBIX 300CHOP BHYTPU 3PENOM
MaTEpPUHCKOW 3HUTOTHL. BHIIHO, YTO BCE XJIOPOIUIACTHI 300CIOP HMEIOT XOPOIIO Pa3BUTYIO
CTPYKTYpY TUJIAKOUI0B (IIOCKOJIBKY 00Pa30BauCh U3 MATEPUHCKOTO «IMILIOMIHOTO» XJIOpOILIacTa
nyTeMm geneHus). Tak Kak B IMpolecce MEHOTHYECKOTO JIEIEeHUs Spa IBE 300CTOPbI OTYYHUIIN TeH
aukoro tuma chl® or K(-), a mBe apyrue 300cmopsl — reH y-4 xenroro myrtanTa JK-4(+), To B
TIpolecce MOCIEIYIOIINX BEreTaTUBHBIX JejeHui 300cmopk! ¢ reHoM Chl” naroT 3eseHble KONOHMH,
a 300CIIOPBI C TCHOM Y-4 00pa3yroT JKeNnThie Kojonuu. Y Benmuenue: 34000%.
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Puc. 15. Cxema mpomecca kapuoramuu y Chlamydomonas reinhardtii, moka3biBarormas
MIOCJIEAOBATENbHBIC JTalbl CIUSHAE TalUIONIHBIX S/IEP POJUTENBCKUX TaMeT 10 00pa3oBaHUS
OJTHOT'O AUILIIOUAHOTO SIJIPA 3UTOTHI.

A0 — SAPBINIKO, HM W 6H — HapyXHas W BHYTPEHHSAS MeMOpaHsl sapa, 1 — sapa
POIUTENIBCKUX TaMeT, 2 — Havajo CIMSHUS Hapy)KHOM M BHYTpEeHHEH 000J04YKH ¢ 00pa3oBaHUEM
SZIEPHOTO MOCTHKA, 3 — PACIIMPEHNE 30HBI CIMSHUS TalIONIHBIX AP POJUTENBCKUX rameT, 4 —
00pa3oBaHUe JUIUIOUIHOTO SIJIPa 3UTOTHI U HAYAIO CIUSHHS SIPBIIIEK, 5 — 3aKIF0UUTEIBHBINA dTarl
(bopMHpOBaHNS TUTUIOUIHOTO SAPA 3UTOTHI C HATMYUEM OJHOTO SIAPBIIIKA.
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AHaJOTUYHYIO KapTHHY Tepe]] HadajioM JAeNeHUs XJIOPOIUIacTa MOXHO HaONI0aTh U C
(dbopMUpOBaHHEM MTUPEHOUOB JOUEPHUX KIIETOK.

B 3penbix 3urorax mocie MEMOTHYECKOTO JIEICHHUS siIpa HAaUWHASTCS JAeJICHUE XJIOPOTIacTa,
KorJia B HEM yKe c(hOpMUPOBaHBI HOBBIE TUPEHOUIBI TIOYSPHUX KIIETOK (puc. 13).

BaxxHO OTMETUTH, YTO BOCCTAHOBJICHHE MEMOPAHHOW OpraHU3alldU XJIOPOTIACTA 3UTOTHI
HaOJI0/1aeTCcs U B TE€X Cy4asiX, KOrja B CKpelrBaHue ObLIM B3STHI IBa IMITAMMA CO 3HAYUTEIbHOM
penyKIuel JaMeUIIpHOM CHCTEMBl XJIOPOIUIACTOB y o0eux rameT. Tak, Hampumep, IpH
CKpeIlMBaHUHU xenToro myTtanta JK-4, xyoporuact Kotoporo ¢hopmupyer my3bipbku (JIagsirun u
ap., 1973, 1978; Cemenona, Jlageirun, 1975), u cBerno-3enenoro myranra C-8, y KOTOpOro TOJIbKO
eAMHUYHBbIC TUiakouael B xyoporiacte (Jlamerun, 19706; Jlagpirua u ap., 1973), B 3urorax B
MPOLIeCCe CO3pEeBaHUs HAOIIOAAM BOCCTAHOBIEHUE MEMOpPAHHOW OpraHW3allid XJIOPOoIUIacTa o
YpOBHSI pa3BUTHs €€ B BEr€TATHBHBIX KJETKaX AMKOTO TUMa. DTOT (aKT JIErKO OOBSCHSAETCS IS
HEAJUIENBHBIX SJCPHBIX reHoB. [TompoOHEe 0 CTPYKType XJIOPOIUIACTOB 3UTOT MPU PELUNPOKHBIX
CKPEIMBAHUAX MYTAaHTOB OyJI€T OMKUCAHO B IPYIOM COOOIIECHHUH.

Co3peBaHue 3UTOT JJIMTCS B TeueHue 6 cyrok. s ctumynsiuuMu mpouecca meioza u
oOpa3oBaHus 4 300CTIOp 3UTOTHI TIEPEHOCHIIA Ha CBEXKYIO cpeay Ha cBeT. Uepes 10-12 gacoB pocta
Ha CBETY HAYMHAETCS MEUOTHYECKOe JeneHue saapa. [locie 3aBepiieHus eiIeHus sapa HaunHaeTCs
JIelIeHue XJIOpOIUIacTa, a 3aTeéM W LUTOKWHE3, KOTOpBIA 3aBepiiaeTcsi o0pa3oBaHHEM YEThIpeX
JNOYEPHUX (PEHOTUITMIESCKU OJJUHAKOBBIX 3€JICHBIX 300CTIOP.

ONEKTPOHHO-MUKPOCKOIMYECKUM J0Ka3aTebCTBOM JENIEHUsl XJIOPOIIacTa 3UrOThl U €ro
MUPEHOUA MOXET CIY’)KHTh OOHAapy>KeHHE B TeTpaje, Mo KpailHei mepe, 3 mMUpeHOUIOB. AHAIIN3
CPE30B JEJAIIMUXCS 3UTOT MOKa3aJl HaJluuue TeTpajl, y KOTOPhIX HAa Cpe3e MOKHO ObLIO BHUAETH
cpasy 3 sapa Wi 3 MUPEHOUA, YTO MOATBEPKAACT TEM CaMBIM JIEJICHHE XJIOPOILIacTa 3UTOTHI U
€ro MUPEHOM1a U YETKOE paclpeielieHHe B JOUEPHHUE 300CTIOPHI.

Bce 4 3o0ocmopei, oOpa3oBaBmidecss B pe3yiabTaTeé MEHOTHYECKOTO JENEHUS 3HTOTHI,
COJZIEpPKaT XJIOPOILIACTHI C XOPOIIO Pa3BUTONW CHCTEMOM THIAKOMIOB (puc. 14). OObsACHSICTCS 3TO,
MO-BHJIUMOMY, TE€M, YTO HX IUIACTHIBI (OPMHUPYIOTCS HEMOCPEICTBEHHO M3 MAaTEPHHCKOTO
XJIOpOIUIacTa 3UroThl. M XOTs MO reHOTUNy raruIouAHbIE 300CIIOPHI B TETpaje pacHpelesstoTcs B
COOTHOIIEHUH 2 : 2, 1y ()EHOTUITMYECKOTO MPOSBIICHUS JICUCTBUS MYTaHTHOTO IeHa MoTpedyercs
HECKOJIbKO KJIETOYHBIX JCJICHHH, B XOJ€ KOTOPBIX MPOM30HIET ‘“‘pazbaBieHue” xyopoduiia 10
YPOBHSI, TEHETHYECKU O0YCIIOBICHHOTO JJAHHOM MyTaIuei.

Bbixoa U3 3UroThl YeThIpEX HEOTIMYUMBIX MO CTPYKTYpPE XJIOPOIUIACTOB 300CIOP MOXKET
ObITh OOBSICHEH TEM, YTO PenyKIHs MeMOpaHHOM CHUCTeMBI IUIACTH] TpeOyeT ropasfo Ooiblie
BPEMEHH, YeM CHHTE3 COCTABJIAIOIIMX €€ KOMIIOHEHTOB W BOCCTAHOBJIIEHHE CTPYKTYpbl. Tak,
u3yueHue OworeHeza memOpan skenroro myranta JK-1 wmmm y-1 (yellow-1) mokazamo, uro mis
PEAYKLNHU JaMeJUTSIPHON CTPYKTYpPBI XJIOPOILIacTa 3TOro MyTaHTa TpeOyeTcst 4—5 CyTOK, B TO BpeMs
KaK BOCCTAaHOBJICHHUE €€, CBS3aHHOE C CHHTE30M XJIopoduiuia, 3aBepiiaercs B TeueHue 9—10 gacos.
(Tageirus u ap., 1972, 1978; Cemenosa, Jlaasirun, 1975; Ohad et al., 1967).

CrnenoBarenbHO, PEAyKIUS CTPYKTYPHI IUIACTUJ 300CIMOp, MOTYYHBIIMX MYTAHTHBIA TeH
KENToro poaurensckoro mramma JK-4, UMeeT MeCTO HE B MOMEHT MEMOTHYECKOrO JAEJICHMS
3UTOTHI, @ B TIPOIECCE MOCIESAYIONINX MUTOTHUECKHUX TeHeparuii. OTcyTcTBre OMOCHHTE3a HOBBIX
MoJIeKyn xyopodwmia u  “pazbaBiieHne”  xyjopoduiia, TOJYYEHHOTO OT MAaTEPUHCKOTO
XJIOPOIIACTa 3UTOTHI, MPUBOAUT TMOJIOBUHY 300CHOP K IKEJITOM OKpacKe dYepe3 HECKOJIbKO
KJIETOYHBIX JielieHui. B To jxe BpeMsi BTOpast MOJI0BUHA 300CTOP, MOTYYUBIINX I'€H AUKOrO TUMA OT
K(-) ocraercs 3eneHpIMU ¢ MOMEHTA OOPa30BaHMSI U BECh MIEPHOJ] BETETATUBHOTO PA3MHOKCHHUS.

[Tonobnoe oObsicHEHHE MOXET OBITh CHPaBeAJUBBIM W JJS XJIOPOIUIACTHBIX TI'€HOB
XJIAMUAJIOMOHA/IbI, TIOCKOJIBKY €CTh BEPOSITHOCTh, UTO IJIACTOMBI MATEPUHCKOW M OTI[OBCKOW TameT
coxpansitorcst B 3urote (Jlageiruu u ap., 1975; Chiang, 1968) u MoeT CyIliecTBOBaTh MEXaHU3M
pacripesielieHusl  XJIOPOIUIaCTHBIX TeHOB (“IJIaCTOMHBIM  Me#03”), ToJ00HO pachpeaeIeHHIO
aepHbIX TeHoB. Jlng JokasaTenbcTBa ATOM  BO3MOXKHOCTH  TPEeOYIOTCSL  JIOMOJHUTENbHBIE
uccienoBanus. Ho yxe ceifuac BBICKA3bIBAIOTCS MPEANOIOKEHUS O TOM, YTO TJIACTUIHBIC TCHBI Yy
raruIOUIHBIX BOJIOPOCIIEH MOTYT paclpeaesThesl B cOOTHomeHuu, oau3kom 2 : 2 (Cronbonsa, 1971,
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®am Txanp Xo, KBurko, 1973), u MoOXeT cyliecTBOBaTh MEXaHU3M YETKOTO pPacClpeaeicHUs

(Bisalputra et al., 1971).
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XJiopoImiacta 3UroTbl W TallJIOMJHBIX

IUIUIONIHOTO”

Puc. 16. Cxema dopmupoBanus
TUTACTH/T 300CTIOP B MPOLIECCE MOJIOBOTO PA3MHOKEHHS.

1-5 -

dbopMHpOBaHKWE OJHOTO AWIUIOUIHOTO Sapa 3WTOTHI M3 JBYX TaIlJIOMIHBIX SIEP

poautenbekux (+) U (—) raMeT U “JUIUIOUIHOTO” XJIOPOILIACTA 3UTOThI U3 3€JICHOTO XJIOpOoIIacTa

;6 -

4(+)

OpazoBaHueM 4-X TaIUIOUIHBIX SIIEP TOYESPHHUX

v

(=) rametsr gukoro tumna K(—) u skenroro xyioporuiacta (+) raMeThbl )entoro myranta JK-
PEenyKIIMOHHOE JIeJICHHE si/Ipa B Mpolecce Meiio3a ¢ o

¢ o0Opa3oBanueMm 4-x

XJIOPOIUIACTOB JOYEPHUX 300CHOP; / — IIUTOKMHE3 MAaTEPUHCKON KJIETKH U BbIXO 4-

a TakKe JeJIeHHE MATEePUHCKOr0 XJIOPOIUIacTa 3UTOThI
X JIOYEPHHUX 300CTIOP U3 000TOUYKHU 3UTOTHI.

300CI10p,

7

TrarjIOnJHbIX

COBOKYHHOCTB MMPEACTABJICHHBIX JAaHHBIX ITO3BOJACT 3aKIHOYWTH, YTO XJIOPOILIACT 3UTOTHI
(bOpMI/IpyeTC}I U3 TIaCTHU I'aMCT IMYTEM UX CIIUSHUA. CnusHue AACP UMCCT MCCTO PAHBIIC CIUSAHUA

mnactu. B mporecce kapuoramuu (puc. 15) BHavase ClIMBAIOTCS BHEUTHUE CIIOM MeMOpaH siep,

OOacTy  CHUAHUSA Kapuoria3Mbl TIOCTCIICHHO pPacCHIUpsACTCdA, IIOKa HE

OXBaThIBaeT Bcero auamerpa sjpa. [Ipouecc xapuoramuu 3aBepuiaercs CiavsiHHUEM sapbiiiek. He

3aT€M BHYTPCHHHUE.

OHOJIOTUYCCKUIA,

v

4TO 3TOT MpoHecc HMECT ONPCACIICHHBIN

TCHECTUYCCKHUU CMBICII.

u

a BO3MOJXHO,

HUCKJIIOYEHO,

v
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Cnuguue XJIOPOIJIACTOB IraMCT B 3UTOTC HAUYMHACTCA YCPE3 4-5 4gacoB mocie KOMYJIsIOUH,
KOTJa CIMsSHHE snep yxe 3aBepiiaetcs (puc. 16, 3). Xmnopormiact 3urotsl GOpCUpyeTcss B TEUCHUE
MEepBBIX 6 YacoB €€ CO3pEBaHUs, a BOCCTAHOBIEHHUE €r0 MEMOPAaHHON CHCTEMBI NI0 YPOBHS,
XapaKTEPHOTO JJI BEreTaTUBHBIX KJIETOK — B TeueHue 24 vacos (puc. 16, 5). [lmactuasr 300cmop
0o0pa3yrTcsl MyTeM JAeNeHUsT MATePUHCKOTO XJIOpoIlacTa B IMPOIEcCe MEHOTHYECKOTO JeNICHUS
3urotel (puc. 16, 7, 8), 4ro obecmeunBaeT WX HEMPEPHIBHOCTH MPU TOJOBOM Pa3MHOKCHHUH
XJIaMUJIOMOHAaAbl B OTJIMYHUC OT OPYrux BOI[OpOCJIGﬁ, Y KOTOPBIX XJIOPOIJIACT MOKCT
dbopmuposarscs de novo (Brown, Arnott, 1966; Hoffman, 1968).

TakuMm 00pa3oMm, IEKTPOHHO-MUKPOCKOITMYECKUM METOJIOM MOKa3aHO, YTO €IMHCTBEHHBIH
xnmoporuiact 3urotel Chlamydomonas reinhardtii o6pasyercst myreM ciaustHHS IBYX IUTACTH]I FaMeT.
CrausiHue s1ep MPOUCXOAUT paHblle Hadana CIUSHUS XJoporutactoB. O0beIUHEHNE XJIOPOIIaCTOB
HAYMHAETCS TOJIPKO TOT/A, KOTJa CIHMSHUE SAEp IMOYTH 3aKOHUEHO, YTO MOXKET YKa3blBaTh Ha
BOXHYIO JIETEPMUHAHTHYIO POJIb T€HOMa B Ipolecce (GOpMUpPOBaHMS XJoporiacta 3Uurotsl. [lpu
CO3pPEBAaHUU 3UTOTHI UMEIOT MECTO YTHIIM3AIlUs KpaxMmasa U MOJIHOE BOCCTAHOBICHUE MEMOPaHHOM
opraHu3anvu XJIOpoIuiacTa 3UroTbl, 4aCTUYHO pGI[YHHpOBaHHOﬁ B IUIaCTUAAX raMeT B MPOLCCCC
A30THOrO ToJIOJaHusl. MeloThUecKoe IeleHUE sApa 3peloll 3UroThl COMPOBOXKIACTCA JCIICHUEM
XJIOPOIUTACTa 3UTOTHI HA YHUCIIO, KPAaTHOE YHCITy OOpa3yroIIMXCsS 300CHOp, 4TO oOecrednBacT
HACJEACTBEHHYIO  HEMPEPBIBHOCTh  XJIOpOIJIacTa B MPOIECCE  IMOJIOBOTO  Pa3MHOXKCHHS
Chlamydomonas reinhardtii.
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I'JIABA IV

JIOKAJIM3ALUA U HACJIEAOBAHHUE JHK XJIOPOIIJIACTOB B BET'ETATUBHbBIX
KJIETKAX U 3UTTOTAX CHLAMYDOMONAS REINHARDTII

B mHacrosmee Bpems JIHK xmopormiactoB J0CTaTOYHO XOpPOIIO HCCIEAOBaHA. IJTO
JBYXIICTIOUEYHAsT MOJIEKyJa C BBICOKMM MOJEKYISIPHBIM BECOM U CBOECOOpa3sHBIM COCTaBOM
ocHoBaHu#, ornuuHor ot spepHor JIHK (Comxep, 1975). XiopommacTsl XJIaMHUIOMOHAIBI
conepkat mpuMmepHo ctonbko ke JIHK, ckompko mmeer ee reHom OakTepuanbHOW KIIETKH, YTO
COOTBETCTBYET MOJICKYJSIPHOMY BECYy 1x108-2x10®  panbron (Comxep, 1975). Bec JIHK
xJioporiacta cocraBisger 14% ot olIiero ee cojepkaHus B KJIETKE, PABHOTO 1.24x10" nansron
(Chiang, 1971).

B snpax sykapuoT XpoMaTuH mpeacTaBisger coooi komrekce u3 Moiekyn JJHK u rucronos,
T. e. ae3okcunykineonporens (JIHIT). ITo manusiM HekoTophix aBTopoB (bakaes u mp., 1977; Olins
et al., 1975), crpykrypa JJHIT HaomuHaeT HUTKY Oyc: Henovka cepruuecKux 4acTUI] TUaMeTpoM 7
HM CBSI3aHa C HUTSMH TOJNIIUHOM 1.5 HM.

XpoMaTuH B KJIETOYHOM SIIPE HAXOAUTCS B OJHOM M3 JIBYX (DYHKIIMOHAIBHBIX COCTOSHUI:
cuate3 PHK u permukamus JIHK B mHTepdazHoM siape u mepepacnpeneieHue TeHETHUeCKOTro
Marepuaia MeX1y JOYEpPHUMU KIIETKaMHU BO BpeMsi MUTO3a U Melo3a. [Ipu 3ToM XpoMaTHH COCTOUT
W3 OOHUX U TeX Ke€ dNeMeHTapHbIX enuHul, — Huted [IHII, xoTophie CKOHIEHCHpPOBAaHBI B
MUTOTHYECKON XpOMOCOME U JIEKOHACHCUPOBaHbl B uHTEp(DasHom sape (Yennos, [lomskos, 1974).
Js JJHK xmoporninacToB KOHACHCHPOBAHHOE COCTOSIHME paHee He Obuto ommcano. llens
HacTosIel paboThl — Moka3aTh, 4to xjioporuiactHas JJHK criocobHa KoHIeHCUPOBATHCS B INIOTHBIE
Tenblla, MoJA00HO XPOMOCOMaM B pax, B MPOIlecce MUTO3a U Melo03a.

1. Jlokamuzauus IHK B xsiopomiacrax BereTaTUBHbIX KJIETOK

JIns BereratuBHbIX Kietok Chlamydomonas reinhardtii Puc u ITnayr (Ris, Plaut, 1962)
LUTOJIOTUYECKUMHU U 3JIEKTPOHHO-MUKPOCKOMMYECKUMH METOJaMH MOKa3ajiH, 4TO B XJIOPOILIACTE
uMeeTcs ogHa win Heckonbko JIHK-conmepskammx oGmacreil, KOTOphIE HaXOIATCS B CBOOOJHOM OT
TWJIAKOUJIOB TIPOCTPAHCTBE BOJMW3M NHpEeHOWJa W couepkar pubdocombl u  (ubpmmier JTHK
IMaMeTpoM 2.5 HM. ABTOpBHI TNPHUBOJAT LUTOJOTHMYECKHUE KApTHHBI Ha CBETOBOM YPOBHE IO
dbepmentatuBHomy nepeBapuBanuio JIHK, HO He faroT 35eKTpOHHO-MHUKPOCKOIWYECKUX KapTHUH
nepeapuBanus JIHKazoi.

Hamu Taxke moiydeHbl KapTHHBI 3THX OOJacTed XJIOPOIUIACTOB BEr€TaTUBHBIX KIIETOK C
COZIep)KaHUEM TOHKOro (UOpPHIUIIpHOrO Marepuaia (mopsiika 2.5 HM TOJIIMHOM) B obiactu
MUpEeHOn1a, KOTOPhIC MBI, Tak ke kak Puc u ITmayr (Ris, Plaut, 1962), npuaumaem 3a autu JJHK
(puc. 1). Kpome Takux KapTHH B BET€TaTUBHBIX KJIETKAaX XJIAMHJIOMOHA/Ibl Mbl OOHAPYXHIIU APYroe
cocrosiane JIHK-comepikameit o6mactu xjoporiacta: Korjaa GuOpHUIIpHBIN MaTepranl HECKOJIbKO
uHOU cTpykTypsl (Jlagpirun u ap., 1974). 3necs vutn JJHK nmeroT ropazno OOJBIIYyIO TOJILUHY
(mopsinka 10-20 =HM) (puc. 2), a MecTamH, IUIOTHO MNPUJIETalOT APYr K JPyry, oOpa3yroT
3HayuTenbHble yrommeHus: 1o 100 um (puc. 3). [Ipuuem vacto GubOpmuiapHas crpykrypa JJHK
BCTpEUaEeTCs HE TOJIBKO B pallOHE MUPEHOUIA, a B CAMBIX Pa3HBIX YAaCTAX XJIOPOILIACTa, B TOM UHCIE
U B BEpPXHEH TPETH ero yameoOpa3HOil CTPYKTYpPHI — B y3KHX JIOMACTSAX. VIMEHHO Takasi CTPYKTypa
JIHK xmopormacToB nMeeT HanOoIbIlIee CXOJACTBO CO CTPYKTYPO HYKJICOHUIOB MPOKAPHUOT — CHHE-
3€JICHBIX BOJIOpOCCH (puc. 2, 6) U OaKTepHaIbHBIX KICTOK (pHC. 2, 6).
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Puc. 1. VYuerpacTpykTypHas opraHusanus BereratuBHod kietkn Chlamydomonas
reinhardtii ¢ Hanuuymem siapa W XJIOpoOIUIacTa, KOTOPBIA COACPKUT OOJNBIIOE YHCIO THUIIAKOWIOB,
nupenona u JJHK-conepxamnryro o6nacts. YBenuuenue: 40000x%.

05 — 000J10YKa A7pa, £ — AP0, 0x — 000JI0UKA XIJIOPOILIACTA, /1 — TUIAKOUBI, /1 — TUPEHOUI,
k — kpaxman, /JJHK - JIHK-comepxamas o6macte xiuoporiacta. Cmpenkoti TIOKa3aH
KoHJeHcupoBaHHbIi yyacTok JJHK xnopormnacra.
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Puc. 2. VYnbrpactpykrypHas opranuzanus JHK-comepkameid oGmactu xyoporuiacta
BereratuBHOM Kiaetku Chlamydomonas reinhardtii ¢ mamuunem mecnupanusoBanubix Huteil JJHK
(@), mykneouna cuHe-3eneHoi Bojopociau Anabaena variabilis (6) m Hykneomna mpokapuor —
OakTepraabHBIX KIETOK (8). YBemuuenue: 150000x.

n — TUPEeHOMI, K — Kpaxman, m — Tuinakounsl, /JHK — JIHK-conmepxamue obnactu.
Cmpenkamu noxazansl HUTH JJTHK.

%-{JJ&: Al o . " A

Puc. 3. VYnaerpactpykrypHas opranmsanus JHK-comepkamelr oOGmactu xjoporuracta
BereratuBHOM kietku Chlamydomonas reinhardtii  cranmonaphoit cragum pocra. Ilepen
MUTOTHYECKUM JIeJICHUEM sifjpa BeretatuBHou kieTku B JIHK-comepikareit o01acTu mMeeT MeCTo
cnupanuzanus Hutei JIHK xmopomnacta ¢ oOpa3oBaHHeM “XpOMOCOMO-TIOIOOHBIX” CTYCTKOB
JIHK. Ipuuem B sToit o6mactu JJHK BeisBasercs B Bue 25A HuUTEl, KOTOpIE KOHIEHCHPYIOTCS B
YIIOTHEHHBIE TebIa B BUJE Kyoka HuTei 10 100-200A ToNIMHEL, 110 CBOEH CTPYKTYype MOX0KHe
Ha si/IEpHBIC XPOMOCOMBI, YCIIOBHO Ha3BaHHBIE “TiacrocoMbl” (CemeHoBa u nip., 1978).

JIHK — JIHK-conmepsxamiasi obnacte xnoporuiacta. Cmpenxamu mokazanel Hutu JIHK B
OTJIETLHBIX YYacTKaxX, 00pa3yrolue Cnupain3oBaHHbIe CTycTKU. Y BenudeHue: 150000x%.
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2. Jlokamusanus u Hacaegosanne JTHK B xuioponsiacrax 3uror

Hamu nccnenoBanus npoBeieHbl Ha 3UroTax xjaMuaoMoHanasl. ITocie cmemmBanus ramer
IUTIOC 1 MUHYC THUIIOB CIIapUMBaHUs OHU ciuBaroTcs B TeueHue 0.5-1 yaca B ofHY KIETKy. 3aTeM
y’Ke BHYTPHU 3TOH 0OIIeH KJIETKH — 3UTOTHI — MPOUCXOJUT CIHMSHUE ABYX SIEp TaMeT B OJHO PO
3UTOTHI U IBYX XJIOPOIUIACTOB FaMET B OAMH XJIoporiacT 3uroTsl (Jlaaeirun u ap., 1975).

Puc. 4. VabrpacTpyKTypHas opraHu3aius cospeBaromieii 3urotel Chlamydomonas
reinhardtii, B koTOpoH TOKa3aHO, YTO MPU HHKYOAIMH C MEYCHHBIM THMHIAHOM METOJI0OM
ANEKTPOHHOU panuoaBTorpaduu ObI0 ycraHomieno, uro JIHK nokammsyercs tompko B JIHK-
coJieprkalieil ooactu xjoporiacta 3urotel. Y Benuuenue: 40000x.

KC — KJIETOYHAsl CTEHKA, 771 — MJIa3MOJIEeMMa, 0X — 000JI0YKa XJIOPOILIACTA, 71 — TUIAKOHIBI,
JIHK — IHK-conepskamiasi ob6mactb xsoporuiacta. Cmpenkoti IOKa3aHa JIOKAIU3AINS TAMHIAHOBOM
MmeTku Tonbko B JIHK-comepxameii o0mactu xiioporuiacra.

3urotsl yxe B Bozpacte 5—10 yacoB mociie KOMyJIsUU ramMeT UMEIT OJHO SAPO U OJUH
XOpOUIO CTPYKTYPHUPOBAHHBIN XJIOPOIJIACT C PABHOMEPHBIM pacIpe/leIeHHEM B HEM THJIAKOMJIOB

(puc. 4).
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Ha »5T10il cragum pa3BUTHS XJIOPOIUIACT COAEPKUT MHOTO KpaxMaJjbHBIX 3€pEH, KOTOpHIE
YCIIOXKHSIIOT KapTUHY CTPYKTYpPBl XJIOpOILIAacTa, COaBiMBass MeMOpaHbl M 3alloJIHAS CBOOOJIHOE
npocTpaHcTBO MaTpukca. [losTomy ymoOHee paccMaTpuBaTh 3WUTOTHI IOCIE CO3PEBAaHUS UX B
TEMHOTE B TE€UEHHE HECKOJIbKUX CYTOK, KOT/Ia BECh KpaxMall pacXoyeTcs Ha CHHTE3 MeMOpaHHbIX
CTPYKTYp B CO3PEBAIOIIEH 3UTOTE.

_G-‘vﬂ

S

Puc. 5. VYnabrpactpykrypHas opranusanus sapa (a) u JHK-comepxamelr obnactu
xmoporiacta  (6) 3urotel  Chlamydomonas reinhardtii, mokassiBaromue ¢GopmupoBaHue
kougeHcupoBaHHbIX JJHK B simpe B Buge gpparmentoB xpomocom (8) u mnotHbix JJHK-comepsxamimx
CTPYKTYp B XJioporuiacre (2). YBenauuenwue: a, 6 — 75000x, 6, 2 — 150000x%.

051 — 000JI0UKa s1Ipa, s — SAPO, 0X — 000JI0UKA XJIoporuiacTa, m — tTuinakounsl, /JHK — JIHK-
coziepkariasi 0bnacTh xyuoporacta. Cmpenkamu ToKa3aHa CTPYKTypa XPOMOCOM siipa 3UTOTHI B
Hayajie MEHOTHUYECKOTO JeleHus (a, ) U CTpyKTypa yruoTHeHHBIX Tenen B JIHK-comepxkareit
00JIaCTH XJIOPOIIACTA 3UTOTHI (0, 2).
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Ha Bcem mpoTsikeHMM BpEMEHM CO3PEBAHMSI 3UTOTHI B TEUEHUE 3—5 CYTOK U B JaJIbHEHIIEM
[pH TPOpacTaHuu ee B XJyoporiacte Jjierko BeisiBisercs JIHK-comepskamiast ob6macts (puc. 5, 6),
KOTOpas BBIMVIAOUT Kak CBOOOJHAs OT MEMOpPaHHOIO Marepuaia MpOCTPAHCTBO OOBIYHO PSAIOM C
nupeHouaoM. Pasmepsl ee gocturaior 1 MKM B IMaMeTpe M COM3MEPUMBI C pa3MepamMHu Camoro
nuperouaa. JIHK-cogepxkamas o0GnacTh 3WrOTHl 3HAYUTENHHO KPYIHEE, YeM B BErCTaTHBHBIX
KJIeTKaxX. OJTa o0jacTh comepkuT GuoOpwuiapueii matepuan Huted JIHK (takmx xe, xak B
BETETAaTUBHBIX KJIETKAaX: TOJIIMHOMN 2.5 HM) U YIJIOTHEHHBIE TeJIblla, KOTOPBIE MO CTPYKTYpPE CBOEH
MOXO0JKH Ha SFIEPHBI XpPOMOCOMHBINM MaTepHall Ha CTaauAX MUTO3a U Meio3a (puc. 5, a).

IIpyu  uccnenoBaHMM  yJIBTPACTPYKTYpPHOM  OpPraHU3allMd  CO3PEBAIOLIECH  3UTOTHI
Chlamydomonas reinhardtii mMeTogoM 3JeKTpOHHOW paaroaBTOrpaduu NpPH HMHKYOAlUH C
MEUEHHBIM TUMUAMHOM ObUTO ycTaHoBieHo, uto JIHK nokanuzyercs tonsko B JIHK-conepkarmeit
00J1acTH XJIOpOIIacTa 3UroThl (puc. 4).

Tenblla 3TH BCTPEUAIOTCS B XJIOPOIUIACTAX 3UIOT KaK B CKPEIIMBAHUSAX JIMKOTO THUIA C
MYTaHTHBIMHM HITAMMAaMHU, TaK U B CKPEUIMBAHUAX IUIIOC U MUHYC POJIUTENbCKUX IITAMMOB JTUKOIO
THTAa MEXIy co00i, a TakKe B CKPEIIMBAHMIX JBYX MYTaHTOB MEXKIy coOOW HaumHas ¢ 24 gaca
MocCJie CMEIIMBAaHUS FaMeT BIUIOTh 10 MEHOTHYECKOT 0 ACTIEHUS S,Apa 3UTOTHI [P €€ MPOPACTaHUU.

[lo crenmeHu YHJIOTHEHHOCTH M pa3MepaM HUTEH, COCTABISIIONIUX OSTH Telblla, Ha
MOTIEPEYHBIX CPe3ax 3TU CTPYKTYPhI CXOJHBI CO CTPYKTYpOH XPOMOCOM MEHOTHUYECKU JENISIIUXCS
anep (puc. 5, a, 6). TommmHa >NEMEHTAPHBIX HUTEH, U3 KOTOPBIX COCTOST ATH Tellblla B
XJoporiactax 3urot, cocrabisieT 10-20 M B oTnmuue ot 2.5 HM Hutedl JIHK-copepskammx
obnacTeld XJIOpOIUTacTa BETETATUBHBIX KJIETOK. MBI MoiaraeM, 4TO 3TH TeNbIa MPEACTABISIOT
coboii koHneHcanuo HUTEH xmoporactHeix JIHK B mporniecce pacnpenenenus miacroma (puc. S,
0, 2). Iloka HEsCHO, MPOWCXOAUT JIM PEAYKIHS TUIACTOMA ([IeJCHHE MO THITYy Melo03a), WIH OH
JENUTCS IBAXKIBI (JIeJIeHHe TI0 TUIy MHUTO3a) B Ipoliecce 00pa3oBaHUs YETHIPEX TOUYEPHUX KIETOK
XJIOPOIIACTOB 300CHOp, TOCKOJIbKY HMMEIOIIUEecss AaHHble O cojepkaHuu u noseaennn JJHK
IJIACTU]] B TaMETaX U 3UroTax MPOTHUBOPEUUBHI.

Haubonwimee uucno tenen, koropoe Haxomst B omuoit JIHK-comepkamieit obmactu Ha
OJTHOM Cpe3€e, YEThIpe, HO YaIlle 0JHO — TpH (puc. 5, 6). Hanmpumep, B 11 mpocMOTpEeHHBIX 3UTOTaxX
Ha OJTHOM Cpe3€¢ B OJHOW M3 TOYEK (PUKCAIMH B MSATH 3UTOTaxX OBUIO IO OAHOMY TENbILY, B TPEX —
10 JiBa W emie B TpexX — Imo Tpu Tenbia B Kaxaon JIHK-comepskameir o6macti. MoxHO mosarars,
gto B Kaxaoi JIHK-conepxkamieii obnactu He 60mee ueTsipex Tenen. Kak mokazana Camkep (1975),
Bce reHbl xsoporactTHoM JIHK Haxonmsrcs B OIHOWM Tpynie CHEIJIEHUs, T. €. B TalIOUIHOU
BETE€TaTUBHOW KJIETKE OHHU JOKalIM30BaHbl B onHOM kosbueBor JIHK mmactuael, kotopas
MpHKpEIUIeHa K MeMOpaHe Tak ke, Kak u Oakrepuanbhas JITHK (Sueoka, Quinn, 1968). TTostomy
JIOTUYHO MPEJIOIO0KUTh, YTO YEThIPE TUIOTHBIX TENbla, KoTopblie Mbl BuauM B JJHK-conmepxkammx
00JacTsAX, B CO3pEBAIOIICH M TPOpacTalOUIell 3WroTe MPEACTABISIOT COOOH dYEeThIpe KOIHUH
macToma (IacTocoM) B KOHJAEHCHPOBAHHOM COCTOSIHMM MJIM YCJIOBHO ‘““XpOMOCOM XJIOpoILiacTa’”,
KOTOpBIE paCHpEeNeNaloTcsl B 4YEThIpe JOUYEPHHUX XJIOpoIulacta (HOPMUPYIOIIUXCS 300CIOp
(Cemenoga u nip., 1978). BozamoxkHo, konaencanus konblieBbix JJHK xmopomnactos, Tak ke kak U B
sape JIHK xpomocom, HeoOxomwma njsi oOecrieueHHUs YIMOPSAOYCHHOTO PACXOXKIACHUS KOMU
miacToMa B JOYEPHHE XJIOPOIUIACTBI, OOpPA3YIOMIMXCS 300CHOp. OJTO BCEro JIHINb Hallle
npeAnoyiokeHne, Tak kak pacnpenenenue JHK-comepkamux ob6macteir u  miacTtocoM TIo
(dbparMeHTaM JeNSIIerocs XJIOpOIUTacTa HaM HE YOaloCh 4YeTko mpocienuTh (CemeHoBa W Ip.,
1978). Ota 3agada Oynynux UCCIeIOBAHUN.

TakuMm 00pa3zom, B XJIOPOIUTACTAX TAIJIOUIHBIX BETE€TATUBHBIX KJIETOK M JUILJIOUTHBIX 3UTOT
Chlamydomonas reinhardtii oGHapy»eHO YIUIOTHEHHE W KOHAEHCAUs KoabIeBbiX Guopmmn JJHK
XJIOPOIUTACTOB B IIJIOTHBIE Teia, KOTopble pacrnonoxkeHsl B JIHK-comepxkamux obmacTsax
XJIOPOIUIACTOB, CBOOOAHBIX OT MeMOpaH THJIAKOUIOB, M TIO CBOEH CTPYKTYpE CXOXH C
MHUTOTHYECKUMHU XpoMocoMaMu. Bo3MoskHO, uTo yrmotHeHue xjoporutactHoi JIHK Heobxomumo
JUIS YIIOPSIAOYEHHOTO PACXOKICHUS KOMUIA MIacToMa B I0U€pHHUE XJIOPOILIACTHI.
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I'/IABA V

MNOJYYEHUE MYTAHTOB CHLAMYDOMONAS REINHARDTII AJIs1
HNCCIEJOBAHUA CTPYKTYPbI U ®YHKIIUU XJIOPOIIVIACTOB

1. JleiictBHe MyTareHHbIX (paKTOpPOB

B xadecTBe MyTareHOB MbI HCTIOJIb30BAIM XUMHUUECKHe (N-HUTPO30 THIMOUYeBUHY — HOM),
Y®-nyun u y-uznyyenue. [Ipexne yem NpuCTynuTh K MOITYYEHUIO MyTaHTOB JIOOOT0 U3 OOBEKTOB,
He00X0IMMO MPOAHATN3UPOBATH BEDKMBAEMOCTh M BBIXOJl MyTallUi MOCie JIEUCTBUS MyTareHOB U
no100paTh ONTUMAIBHBIE JT03BI.

Bereratuueie kiaerku Chlamydomonas rammouasbl, MTO3TOMY IOCIE BO3ACHCTBHUS
MYyTareHOB Mbl OKHJIaJH, YTO KPUBBIC BBIKHUBAEMOCTU 103a-3(PPeKT OyIyT SKCIOHEHIIUATLHBIMHU.
OpnHako Moy4YeHHbIE HAMU JAHHBIE JJI BCEX TPEX MYTareHOB MOKAa3ajy X CUTMOMJIHBIN XapaKTep
(puc. 1, a). OTOT pakT MOKHO OOBSICHUTH ABYMS pUuMHaMU: 1) paboToil penapaTopHOil cHCTEMBI,
Korna (U3MONOrMYecKhe M TeHeTHMYeCKHe HM3MEHEHHUS IMpPU MallblX J103aX SIMMHHHPOBAINCH
KJIETKOM, M 2) TIeTepOreHHOCTHIO MOMYJSALUU KIETOK, PAa3IMYyaoLIUMXcs I0 YCTONYMBOCTH, B
YaCTHOCTH TE€X, KOTOPbIE K MOMEHTY BO3JICHCTBHS MyTareHa npouuiu ctaguto perukanuu JJHK u
COJIepKaJIM yIBOCHHOM, 10 KpaliHEW Mepe, Ty 4acTb T€HOMA, KOTOpask UMeJla IPSMOE OTHOIICHUE K
BBIKUBAEMOCTH.

[Ipu ananmuse BBIXOJA MyTaluid OT 103kl ObUIO ycTaHOBiIEeHO (puc. 1, 6), yto mist N-
HUTpo303THIIMOYeBHHBI (HOM) wu  ynsTpadmoneroBoro wusmydeHus (YP-C-mydeit) yacrora
MyTallU{ TOBBIIIAJIACH C YBEIMUYEHUEM J03bl, HO 10 ONpPEAEICHHOrO MPEJEiia, BbIIIE KOTOPOIo
3aMETHOTO OTKJIOHEHHUS B CTOPOHY yBelWdeHHsl He Habmioganu. [loaToMy A 3TUX MyTareHoB
ONITUMAJIHOW JI030H JJIs1 TOJXY4eHUsI MyTaHTOB Mbl BbIOpanu JI/{go, YTO COOTBETCTBOBAIO J03aM:
st HOM 1 gac (C = 0.005 M) u Y®-C-nyueii 1 muH B Bapuante 0e3 GOoTOpeakTUBAIIMU U 3 MUH B
Bapuante ¢ (QoTopeakTuBauueil. s y-paavanuu  BBIXOJ MYyTalUHA HMMEN 3KCIOJIMHEHHYIO
3aBHCHUMOCTD, IMO3TOMY ISl TIOJYYEHHSI MYTAaHTOB ONTHMAIbHOU 1030# MbI cumtaimm JI[{ge (200
['peit), naroieit BeicOKHil pouieHT Bbixoga Mytanuit (10-15%) u cTaTucTudecku 10CTaTOUHOE ISt
aHaJIM3a YMCIIO BBUKUBIIUX KIETOK (1-2%).

2. IlosryyeHre MUTMEHTHBIX M He(POTOCHHTE3HPYIOIIMX MYTAHTOB

Haubonee BaKHBIM MOMEHTOM IpU 0TOOPE MYTAHTOB SIBJISJICS BEIOOP KPUTEPHUEB CENEKIIUU:
OKpacka, pa3Mepbl, MOp(OJIOTHs KOJIOHUH, POCTOBBIC MPU3HAKU U T.1. MBI YCTaHOBHIIH, YTO TIOCHE
BO3JICUCTBUSI MYTareHOB IMOSBJBUIOCH OOJIBIIIOE YHCIIO (pUC. 2, a) MENKUX (KapJIMKOBBIX) KOJOHUI
(Jlagpirun, 1970, 1977). Ilpupona ux odeHb pa3sHooOpa3Ha. YacTh MENKUX KOJOHUH, KIETKU
KOTOpPBIX TMpU TMOCIEAYIOIIMX I[E€pPeceBax BOCCTAHABIMBAINM CKOPOCTh PAa3MHOXKEHHUS [0
KOHTPOJBHOW, HE SBISUINCh MyTaHTaMu. OCTallbHBIE KapJIMKOBBIE KOJOHUU (pHC. 2, 6), KICTKH
KOTOPBIX B CPAaBHCHHH C KOHTPOJIBHBIMH (puc. 2, 6, 1) TpeboBaym B 2—2.5 pa3za 0oJbllie BpeMEHH
(puc. 2, 6, 11-1V) Ha 01HO KJIETOUHOE JI€IIEHUE MIPU JIIOOBIX YCIOBUSAX BBIPAIMBAHUS, OYCHb YaCTO
ObLTH HE(POTOCHHTE3UPYIOIUMHE alleTaT-3aBUCUMBIMU MyTaHTaMu (A-mytantbl) (Jlagpirus, 1976,
1977).

Yacte MyTaHTOB OOHapyuBaja MOTPeOHOCTh B aMHUHOKUCIOTAaX WM BHUTAaMHUHAX, 4YTO
JaBaJI0 OCHOBAaHUE CUUTATh UX ayKcoTpodamu. KpamuaTbie KOJIOHWU JaBalid BBHICOKHH MPOICHT
peBepcuii (HecTaOWIbHBIE) M, TaK JX€ Kak W MOP(OJIOTHYECKHE KOJOHUU (C HEPOBHOM,
[IIEPOXOBATON MOBEPXHOCTHIO), OBUIM HEMHOTOYHCICHHBIMA. HauboNbIIylo U JIETKO BBISBIISIEMYIO
IPYyMIy COCTABIISIIM MUTMEHTHbIE MyTaHThl. OHU MOApA3eIsUINCh Ha Tpymbl: 6enbie (b-MmyTaHTh),
HE CoJlepiKallie MUrMeHTOB; >kenThie (JK-myTaHThI), XJI0poQuLI-nedUIIUTHBIC, HAKATUTHBAIOIINE
TOJIBKO KapOTUHOMIbI, CBETIIO-3eNeHble (C-MyTaHThI), C YMEHBILIEHHBIM COJIEpP’KaHUEM IMUTMEHTOB;
TeMHo-3eNeHbIe (T-MyTaHTBI), ¢ yBEIMYECHHBIM HAKOTUICHHEM TTUTMEHTOB.
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Puc. 1. 3aBucumMocTh BBDKMBaEMOCTH (@) W BbIXOJa MyTanuid (6) OT MO3bI TOCHE
Bo3neicTBusl N-HUTpo3odTuiaMoueBuHbl (C = 0.005 M), YO-C-uznyqerus (50 3pr/(MM2 c)) u vy-
pazuanuu Cs™’ na knerku nukoro tumna K(+).

1 — V®-C-uznyuenue 6e3 poropeaktuBamnmu, 2 — ¢ HOTOPEaKTUBALIUECH.
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Puc. 2. Pa3mepsl kosoHUH (@) U CKOPOCTH JAENEHHUS KIETOK JUKOTO THUIA y Pa3IMYHBIX
MYTaHTOB (0).

@ — HOpMaJIbHbIC KOJIOHMM KjeToK aukoro tuma K(+) (1) m xapiukoBbie KonoHHH (2)
HE(POTOCHHTE3UPYIOIIUX MYTAHTOB. 6 — MOCIIEA0BATEIbHOE AeeHus KiaeTok aukoro tuma K(+) (1)
u MyTaHToB: A-66 6e3 ®C-I (11), A-90 6e3 OC-11 (III) u rudbpuaa A-66-90 6e3 obenx porTocucrem
(IV), oObscHsAIONINE MOSBICHHE MENKHX (KapJIMKOBBIX) KOJOHHH MYyTaHTOB B pE3YJIbTaTe
yBeNIWYeHUs: B 2—2.5 pa3za BpeMEHHU, HEOOXOAUMOT0 Ha OJHO KJIETOYHOE JEJICHHE B CPAaBHEHHH C
KOHTPOJbHBIM. [IpO0mKUTEIPHOCT OHOTO KJIETOYHOTO IMKJIA OIMpPENEsUId M0 BPEMEHH MEXKIY
MaKCHUMyMaMH JIBYX MOCJIEIOBATEIbHBIX ACIEHUN KIETOK.

0 — eguanuHbIe KIEeTKU; 1 — epBoe (4 kieTku), 2 — Bropoe (16 kietok) u 3 — Tperbe (64
KJIETKH) JeNeHusl KIeTOK. KpuBble MOCTPOCHBI HA OCHOBAaHUU PE3yIbTaTOB 3—4 HE3aBHCHMBIX
onbITOB. [IpoleHT aensmmxcs KIETOK OMpeNessuld uepe3 KakJple 2 yaca pocTa Ha aleTaTHOU
arapusoBaHHOM cpene, npocunThiBas S00-1000 kneTox.
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Puc. 3. Cxema nonyueHuss OJUHAPHBIX, ABOMHBIX M TpoWHBIX MyTanToB Chlamydomonas
reinhardtii ¢ wHapymieHHSIMH OJHOTO, ABYX MM TpeX XJIOPOMUILI-OCIKOBBIX KOMIUIEKCOB
XJIOPOILTACTOB METOJIOM CTYIIEHYATOrO MyTarcHesa.

benviii cexmop — KOMIUIEKCBI, YTPAadeHHBIC B Ppe3yJbTaTe MYTAIUH; 3AUMPUX08AHHbLI
CeKmop — COXPAHUBIINECS. BHH3Y CXEMbl — YHCTBIE KOMIUICKCHI, COXPAHUBIINECS Y TPOWHBIX
MyTaHTOB M 00Oo3HaueHus 3Tux myrantoB. CP-l, CP-lIl — xmopodwmmi-6enkoBsie komruiekcsl PI]
®C-l u PIT OC-II.

Msbr npoBenu aHanu3 Oonee 150 MUTMEHTHBIX W HE(POTOCHHTE3MPYIOIIMX MYTAaHTOB M
YCTaHOBUJIM, YTO C MOMOIIBIO BBHIIICTIEPEUNCICHHBIX MYTareHOB MOKHO MOJYYUTh TOJBKO 4 TUMA
MYTaHTOB C TEHETUYECKIM HAPYIICHHEM CHHTE3a OTIEIbHBIX KOMIIOHEHTOB XJIOPO(HUILIT-OEIKOBBIX
komruiekcoB (Jlampirua u ap., 1976, 1983; Jlaperun, 1993, 1998). ABTOHOMHOE CyIlIeCTBOBaHHUE B
XJIOporutactax 4-X THIOB XJIOPOMUIUI-OETKOBBIX KOMILIEKCOB IMO3BOJIMJIO HAaM IONYYUTh HX B
YICTOM BHUJE B XKHUBBIX KJIE€TKaX MyTeM CTYNEHYATOro MyTareHesa, ocjieJoBaTeIbHON WHIYKIIHEH
OJIMHApHBIX, JBOMHBIX M TPOWHBIX MYTaHTOB (puc. 3). B pesynpraTe HCCIeAOBaHUNA TPOHWHBIX
MYTaHTOB OBUIM YCTaHOBJICHBI (POPMBI XJOpOPUIUIa KKIOTO M3 HATHUBHBIX MUTMEHT-OEITKOBBIX
KOMILIEKCOB: 1) — cBeTocobupatomiero xiopopmni-a/b-6enxosoro kommiekca Il (LHC-I1), 2) —
cBerocobuparoriero xmopodumr-a(mu a/b)-6enxkoBoro kommiekca | (LHC-I), 3) — xmopoduimi-a-
0enkoBoro komruiekca peaknuonHoro nerarpa OC-I1 (PL-DC-11) u 4) — xnopodusi-a-6enKkoBoro
komruiekca peaknuonHoro 1eHtpa @OC-1  (PI-®C-1). Kpome Toro, ObLIM yCTaHOBIEHBI
Hu3KkoTemreparypusie (—196°C) MakcumyMmbl  (uIyopecleHIMH  XJopoduiia Kaxaoro U3
MEPEUUCIICHHBIX WHAWBHUIYATbHBIX KOMIUIEKCOB B HATHUBHOM COCTOSHUM HEMOCPEJACTBEHHO B
LEJTBIX KJIETKaX TPOUHBIX MyTaHTOB (JIambirun, 1998).
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I'JIABA VI

BUOI'EHE3 MEMBPAH TUJIAKOHUJOB OT EAUHUYHBIX ITY3bIPBKOB 10
MAKPOI'PAH Y IMI'MEHTHBIX MYTAHTOB CHLAMYDOMONAS REINHARDTII

B pemenun BonpocoB CTPyKTYpHOH OpraHM3aLUuU XJIOPOIMJIACTOB, MEXaHU3Ma (POTOCHHTE3a
u OuocuHTE3a NUIMEHTOB BCe OoJbllice BHUMaHHME IPUKOBBIBAIOT K cebe MCCIeI0BaHMs,
IIPOBE/IEHHBIE HA MyTaHTaX. OTO OOBACHIETCSA TEM, YTO METOABI SKCIEPUMEHTAIBHOIO MyTareHesa
HapsAoy C METOJAaMU MEYEHBIX AaTOMOB TIO3BOJIIIOT YCTaHABIMBATh IMOCJIEIOBATEIbHOCTD
IPOTEKaHMs PEaKUUH U UICHTU(DUIMPOBATH IPOMEKYTOUHBIE TIPOLYKTHI H3y4aeMOTro MpoLecca.

HccrnenoBanuss MyTaHTOB BBICIIMX pacTeHUi, OCOOCHHO BOJOPOCIEH, IO3BOJIMIN
YCTAaHOBUTh MHOTHME IIPOMEXYTOUHBIE 3Talbl B OHOCHUHTE3€ XJOPOMOUIIOB U KapOTHHOMJIOB
(Goodwin, 1965) u BBICHHTH POJb OTACIBHBIX MHUTMEHTOB B Pa3IHYHBIX (PH3HOIOTHUECKHX
nporeccax (Sager, Zalokar, 1958; Robertson et al., 1960). AKTHBHO BeIETCS TaKKe H3y4YCHHE
reHeTHYecKoro KoHTpousi porocunresa (Gamier, 1965; Levine, 1968).

C noMoILIpI0 MYTaHTOB BBICIIMX PACTEHUH OBUIM YCTAaHOBJIEHBI BCE OCHOBHBIC JTallbl
pasBUTHSL  CTPYKTYPbl  XJIOPOIIACTOB  OT  (OPMHUPOBaHMA  OTACIHBHBIX  IY3BIPHKOB |
MIPOJIAMEJIIPHOTO Tejla 0 00pa3oBaHMs THIAKOMIOB M ymakoBKM ux B rpansl (Lefort, 1957;
Wettstein, 1959, 1961; Walles, 1965; Kirk, Tilney-Bassett, 1967).

3enennie Bogopociau (Chlamydomonas, Chlorella u npyrme) OGmaromapst cmocoGHOCTH
CHHTE3MPOBATh XJOPO(UIII, KaK Ha CBETY, TaK U B TEMHOTE B T€UEHUE BCETO XM3HEHHOT'O IIMKJIA
HUMEIOT XOpOILIO Pa3BUTYIO CTPYKTypy XJjoporuiacta. M3ydeHue CTaHOBIEHHMSI 3TOM CTPYKTYphI
MPEJCTABISACTCS BOZMOXKHBIM Ha MUTMEHTHBIX MyTaHTax. Takue MyTaHThl ObUTH MOJY4YEeHbl HAMU
panee (JIagpirun, 1969, 1970, 1988, 1991).

B nanHOil paboTe mpeAcTaBiIEHBl pPe3yJbTAThl HCCIEAOBAHHS  YIbTPACTPYKTYPHOMH
OpraHu3aly IUIACTU] psAfa NHUITMEHTHBIX MYTaHTOB C Ppa3IMYHOM CTENEHbIO HApYIICHUs
OMOCHHTE3a MUTMEHTOB, BILIOTH JI0 TMIOJHOTO OTCYTCTBUS UX (OEINblif MyTaHT), C OJHOW CTOPOHBI, U
C YBEIMUYEHHBIM COJEPKAHUEM IO CPABHEHUIO C UCXOAHBIM 3€JIEHBIM INTAMMOM (TE€MHO-3€JIEHBIN
MyTaHT) — ¢ Apyroi. [lokazaHo, 4To HapylIeHHEM MUTMEHTHOI'O COCTaBa MOKHO MCKYCCTBEHHO
pelylHMpoBaTh JIAMEJUIAPHYIO CTPYKTYpy XJIOpOIJacTa OAHOKJIETOYHOW 3€l1€HOM BOJIOpOCIH
Chlamydomonas reinhardtii mo mo6oro u3 3TanoB ee pa3BUTHs, CBOWCTBEHHBIX XJIOPOILIACTaM
BBICILIUX PACTCHHIA.

1. XapakTepucTnka MeMOpPaHHOI CHCTeMBbI XJIOPOIJIACTOB MUTMEHTHBIX MYTAHTOB
Chlamydomonas reinhardtii

IposiBiicHHE HEAOCTATOYHOCTH 10 MUTMEHTAM Yy MYTaHTOB MOXET OBbITh OOYCIIOBJICHO Kak
MEPBUYHBIM FCHETHYECKHM HapYIIIEHUEM B IIEMTH OHOCHHTE3a XJIOPOMUIIIOB M KAPOTHHOUIOB, TaK H
BTOPHYHBIMH ()(EKTaMU U3-3a HAPYIICHHS MEXMOJIEKYIAPHOrO B3aUMOIEUCTBHS IIMIMEHTOB CO
CTPYKTYPHBIMHU O€JIKaMH | JIMITHIaMH XJIOPOILIACTA HITH B pe3yJIbTaTe HapyIIeHHs 0011ero dananca
nporeccoB MerabonusMa. Tak Kak B JaHHON paboTe paccMaTpHBalOTCS MYTAHTHI ¢ M3MEHEHHBIM
COZIEpP)KAaHUEM MTUTMEHTOB, HEOOXOAUMO OBLIO YCTAHOBUTH, SIBJISIOTCS JIM 3TH U3MEHEHHUS MPSIMBIM
PE3YIILTATOM MYTAIMK WK 00YCIIOBIEHB BTOPHYHBIMH ITPOIIECCAMHU.

OCHOBBIBasIiCh Ha MPUHIMIIAX PETYIAIMA OMOCHHTETHYECKUX IPOIECCOB C TOYKH 3PCHUS
ounoxumuueckoii reaeruku (Beadle, Tatum, 1941; Horowitz, Leupold, 1951), iCTHHHO MUTMEHTHBIE
MYTaHTBI JIETKO MICHTU(DHUIIUPOBATH ONOXMMHUYIECKUM aHATH30M XJIOPO(UILIIOB M KAPOTHHOUIOB.

ITOCKOJBKY CHHTE3 IMUTMEHTOB y MYTAHTOB IIPH BHIPAIMBAHUHM Ha IMOJHOM (IPOKKEBOI)
cpelie He BOCCTAHABIMBAETCS, MBI HMEIIH OCHOBAHWE MCKJIIOYMTH BO3MOKHOCTH MX ayKCOTPO(HOM
npuponabl. CoXpaHEHHE BBICOKOM HHTEHCHBHOCTH (DOTOCHHTE3a Y CBETJIO-3€JEHBIX M TEMHO-
3eJIeHBIX MYTAaHTOB yKa3blBAaeT Ha TO, YTO MPOIECCHl (OTOCHHTE3a HE 3aTPOHYTHI MYyTaIllHEH.
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OtcyrcTtBue ¢oTocuHTe3a y CBeTIo-3eleHoro MyraHTa C-5 He HCKII04aeT BO3MOXKHOCTHU
MIEPBUYHOTO HAPYIIECHUS JIEKTPOHHO-TpaHcTopTHOM 1ienu (JIagpirun, 1969).

BeJsible MyTaHTBI. AHAJIN3 MUTMEHTHOTO COCTaBAa TEMHOBOM KYJIBTYpHI Oenoro myranra b-1
MOKa3ajl, YTO OH COJEPXHUT TOJBKO ciieqbl xmopodwmia (Jlagerun, 1988, 1991; Jlapgeirud u ap.,
1972). Ilpyrue mMUTrMEHTHI CIeKTPO(OTOMETPHUUECKH OOHApYXHUTh HE ynanoch. Ha cBery Oemnbiit
MyTaHT TUOHET. OTCYTCTBHE KapOTHHOUJOB U THOENb KIETOK Ha CBETY, OYEBHUJIHO B pe3yjbTare
oOpazoBanus mnponykToB (otookucnenus (Cranuep, 1962), ykazplBaloT Ha BO3MOXHOCTH
TCHETUYECKON OJIOKMPOBKH II€MM OWOCHHTE3a KapOTHHOHMIOB, TOJOOHO O€lbiM MyTaHTaM,
NOJyYeHHBIM paHee y Kykypy3sl (Anderson, Robertson, 1960) u moaconneunuka (Ilnsik u ap.,
1967).

Kearbie myranTsl. Kitetku xenroro myranta JK-1 mpu BelpalliluBaHUN B TEMHOTE UMEIOT
BBICOKOE COJIEpP)KaHHE KapOTHHOHUIOB (OCOOCHHO KapoOTWHA) W JIMIIL Clenbl xjopodusuioB. B
YCIOBHSIX CBETOBOTO POCTa Yy HEr0 BOCCTAaHABIMBACTCA CHUHTE3 XJIOPOPHIUIA U COAEpIKaHHUE
MMUTMEHTOB HE OTJIWYaeTCs OT KOoHTposibHOro (Jlameirun u ap., 1973). dakT BOCCTaHOBJICHHS
CHHTE32a XJIOpo(UIIa Ha CBETY YKa3bIBACT HA TO, YTO y )KEITOr0 MyTaHTa T€HETHYECKU OJIOKMPOBAH
CHUHTE3 WM AaKTHUBHOCTh (PEpMEHTa, OTBETCTBEHHOI'O 3a CBETOBOE IPEBpAILEHUE OJHOIO U3
MPEIIECTBEHHUKOB XJIOpodmiia (Mo-BUIUMOMY, MPOTOXJIOPOPMILINAA) B XJIOPOPHILT TOJ0OHO
myTtanty Y-1 (Jlagerrun um ap., 2014; Yexynosa, Jlageirun, 2014). Xenteni myrant XK-4 He
CIOCOOCH CHUHTE3UpPOBATh XJOPO(PUIUI, TMOATOMY HAKaIlUIMBACT TOJBKO KApOTHHOMIBI MpHU
BBIpAIIMBaHUH, KaK Ha cBeTy, Tak U B TemHoTe (Jlampirmn, 1988, 1991; Jlagpirun u ap., 1973,
1978).

CaeTti10-3e/ieHble MYTaHTbl. Cpeay CBETJIO-3€J€HBIX MYTAaHTOB MOXHO BBIJICIUTH TpPU
rpynnbl. OfHA W3 HUX BKIIOYAET MYTAHTHI CO 3HAUUTENBHBIM YMEHBIICHHEM B COACPKAHHUH
xmopoduita b (mo mecrukpataoro — myrant C-8). ComepikaHue ke XJIOpopHIIa a OCTaeTCs Ha
JOCTaTOYHO BBICOKOM YpOBHE (JIMIIb BABOE MEHBIIE KOHTpoJbHOro). Tor ¢akr, uTto mpu
JUTUTEIPHOM KYJIBTHBHPOBAHMM HA CBETY BEJIMYMHA OTHOIICHHS XJIOpohWUIoB @ u b pacter B
pe3yibTaTe MPEeuMYIIECTBEHHOT0 CUHTE3a XJI0Opo(duilia a, 1aeT OCHOBAaHUE CUUTATh, YTO MyTaIHeH
OJIOKMPOBAH CUHTE3 OJTHOTO M3 CBETOCOOMpArOIINX KoMIuiekcoB ¢otocucteM (JIampirun, 1998).

Bropas rpymmna BKIIO4YaeT CBETIO-3€€HbIE MYTAHTHI C YMEHBUICHHBIM COJIEp)KaHHEeM 000MX
xjopoduuios, mogodHo myrantam C-5, C-10 u C-46 (Jlageirun, 1988, 1991). Menbiast BenmudnHa
OTHOIICHUsI XJIOpOoPmIOB ¢ ¥ b y 3TOro MyraHnTa 1mo CpaBHEHHUIO C KOHTPOJILHOM MpEAroJiaract
BO3MOXXHOCTh TEPBUYHOIO HAPYLIEHUS CBETOCOOUPAIOIIET0 MUTMEHT-0EIKOBOr0 KOMILIEKCa
¢dorocucremsr | (LHC-1) (Jlagpirun, 1991, 1998). Cunte3 xnopodmwmuia b y 3TUX MyTaHTOB
MPOTEKAeT HOPMaJbHO. YMEHBIIEHHE B €ro COJIEPKAHWU SIBISETCS BTOPUYHBIM Ojaromaps
YMEHBUICHUIO KOJIMYECTBA XJIOPO(UIIa @ B HAPYIUIEHHOM MTUTMEHT-0EIIKOBOM KOMILIEKCE.

TpetTbs rpyIina BKIIOYAET CBETJIO-3€JIEHbIE MYTAHTBI, Y KOTOPBIX MOJHOCTHIO OJIOKHPOBAH
cunte3 xaopodpmwmuia b (Jlagerun, 1988, 1991). V xmopodwmmn b-medpunuTHBIX cBETIO-3€NMEHBIX
mytanToB C-48 u apyrux OJOKHPOBaH CHHTE3 CBeTocoOHparomero xjaopodusmi-a/b-6emkoBoro
komruiekca II (LHC-II1). Cogepxanue xyopoduiuia a y 3TOW TpyHIbl CBETIO-3€JIEHBIX MYTaHTOB
MPAaKTHYECKH OCTAETCS Ha YpPOBHE KJIETOK nukoro tuna (Uynaes u mp., 1981).

g TeMHO-3eneHBIX MyTaHTOB (MyTaHT T-8) XapakTepHO NOYTH MPONOPLHUOHAIBHOE
yBeJIHUYCHUE B 2-3 pasa coJepikaHus XJOpOPHUIOB a U b, MO3TOMY M BETHYHUHA MX OTHOIICHHSI
ocraercst 6mu3Koii kK KoHTpoiabHOU (JIageirun, 1988, 1991).

Jlo cux mop He W3BECTHO HM OJHOTO MYTAaHTa, y KOTOPOTO Obul Obl HapylleH CHHTE3
XJIopopHiUIa g MpU HOPMAIBLHOM HaKOIUIEHMH Xjopoduiia b. Bo Bcex ciaydasx yMmMeHbIICHUE
Cofiep)KaHUsl XJIOPOPHUIUIA a COMPOBOXKIACTCS YMEHBIICHHEM coaepikaHus xiopodumia b. Dror
(dakT sBISAETCS TEHETHYECKUM MOJTBEPKACHHUEM THUIOTE3bl O CHHTe3e Xjopodmmia b u3
xjiopouiia a, BBIIBUHYTOM M TMOATBEP)KIEHHOM paHee Ha OCHOBAaHMM HCIOJb30BaHUS METO/a
MeueHbIx aroMmoB (ILneik u ap., 1967; Uynaer u ap., 1981, 1984; Chunaev et al., 1987).

M3MeHeHns B CyMMapHOM HaKOIUIEHUM KapOTHHOHUIOB y BCEX CBETJIO-3€JIEHBIX MYTaHTOB
MEHee 3HAYMUTENbHBI, YeM B COAEP)KaHUU XJI0popmIoB. 103 TOMYy M3MEHEHNE OTHOLICHUS CYMMBI
XJIOPO(UIIIOB K CyMME KapOTUHOUIOB OTPa)KaeT TJIaBHBIM 00pa30M KOJUYECTBEHHbIE KOJIeOaH!s B
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HAKOIJICHUH XJIOPO(PUIUIOB. Y CBETIIO-3€JICHBIX MYTAHTOB BEIMYMHA 3TOTO OTHOILEHHS HUXKE, a Yy
TEMHO-3€JIEHBIX — BBIIIE, YEM B KJIETKaX UCXOAHOI0 3€J€HOr0 MITaMMa JUKOTO THIIA.

MOo’KHO ToJIaraTh, 4TO U3MEHEHUS B COJEPKAHUU KaPOTUHOHUIOB O0YCIIOBIIECHBI HE TPSIMbBIM
TeHETUYECKUM H3MEHEHHEeM HX CHHTe3a, a W3MeHeHHeM JH00 B COAEpKaHUM OOIIETOo
MPEIIECTBeHHUKA B OMOCHHTe3¢e XJI0popmiioB u kapotuHouaoB (I"onues, Jlunckas, 1965; 'ognes
u 1p., 1965), mubo B3aMM0O3aBUCHUMBIM CHHTE30M JTHUX IMUTMEHTOB, PETYIUPYEMBIX MO MPUHITUITY
oOpaTHOl CBs3U. |'eHEeTHUYeCKHil aHAaTW3 MUTMEHTHBIX MYTAaHTOB TOKa3aJl YETKOE MEHJETIEBCKOE
HacjeaoBaHUe. DTOT (aKT yKa3bIBaeT Ha TO, 4TO MyTanuu jJokanu3oBanbl B JIHK snpa (Uynae u
ap., 1984; Chunaev et al., 1987).

Kaerkun auxoro tuma. IIOoCKONBbKY MUTMEHTHI SIBISIFOTCS CTPYKTYPHBIM KOMIIOHEHTOM
JAMEJJIIPHON CHCTEMBI XJIOPOILJIACTOB, TO U3MEHEHUS B UX COJEP/KaHUU HE MOIJIM HE OTPa3HUThCS
Ha CTPYKTYpHOH opraHu3zanuu riactui. l[Ipexne yem paccMOTpeTh W3MEHEHHS B CTPOCHHUH
IUIACTHUJ] MYTAHTOB, KOPOTKO OXapaKTEPU3YEM AapXUTEKTYpPy XJOPOIUIACTOB KIETOK HCXOIHOTO
mramma. (s Oosblelt TOCTOBEPHOCTH OyJeM CpaBHHBATh YYacTKU JIAMEIUISIPHOM CHUCTEMBI,
pacrioyio’KeHHBIE B LIEHTPE XJIOPOILIACTA, B 00IACTH JIOKAIN3AIUH TMPEHOHIA).

XJI0pOIIacT KJIETOK MCXOAHOrO 3€JIEHOr0 ITaMMa MMEET TUIMUYHYIO JJIS 3TOW BOAOPOCITH
yameoOpasnyio ¢opmy (puc. 1). 3HaunTeNbHASA YaCTh TEJa XJIOPOIUIACTA 3aI0THEHA THIIAKOHIaMH,
BO MHOTHMX MeCTax 00pa3yroIIMMH CTOIKH, TOJ00HO rpaHaM BBICIINX pacTeHui. bonee neranpHoe
YIABTPACTPYKTYpHOE HucciienoBanue rpan xioporuiactoB Chlamydomonas reinhardtii mokasano,
YTO, KaK MpaBWIO, TpaHbl Yy OTOW BOJOPOCIM HMEIOT pa3IMYHbIE pa3MEpbl MeEHEee YETKO
CTpyKTypupoBaHHbIe (puc. 1). B To ke BpeMs MHOI/Ia BCTPEYAIOTCS XOPOILIO CTPYKTYPUPOBAaHHBIE
CTOIKH TUJIAKOMJIOB MPAKTUUYECKU HE OTIIMYMMBIE OT IPaH BBICIINUX pacTeHHi (puc. 2).

B nenTtpe xjoporuiacta pacnojaraeTrcs MUPEHOU ], COAEpKaIlui ceTh TPyOOueK, KOTOphIe
UIYT OT €ro LEHTpa K nepudepuu U BBIXOAAT K JIaMeJlslaM THJIAKOUA0B. MOXHO moJiarath, 4To Mo
TpyOOUKaM TEpBHYHBIC MPOAYKTHI (DOTOCHMHTE3a MEPEHOCATCS OT THJIAKOUAOB K IMUPEHOUIY —
OopraHesuie, CHENHaNbHO TMpEeAHAa3HAuYEeHHOM Juisi ObICTporo cuHTe3a Kpaxmana. Kpaxman
JIOKAJU3YeTCsl KaK BOKPYr MHUPEHOUJA, TaK M IO BCEMY MATPUKCY XJIOPOIUIACTa MEXIY
TUJaKkouaaMu. B wmaTpukce ke HaxoasaTrcs pUOOCOMBI M OCMUO(MIbHBIE TJIOOYJIBl WIH
wiactorioOynel. B BepxHe  wWacTm — XJoporuiacta, IoJ  OOOJOYKOH  pacrosaraercs
CBETOYYBCTBUTEINbHBIN OpraH BOJIOPOCIIN — CTUTMa (TJ1a3HOE MATHO), COCTOSIIAs U3 IBYX—4EThIPEX
PSAI0B TOMOT€HHBIX KAPOTHHOUI-COACPKAIINX TPAHYJI.

Han xnmoporiactom, B BEpXHEH TPETH BOJIOPOCIIH, PACMOJIAraloTCs siApo, annapat [ onbku,
SHJIOTJIA3MATHUECKasl CeTh, BAaKyOJH W JpYrue KJIETOUHBbIE BKJIIOUEHHUS. Mexay 000104Kon
XJIOpoIUIacTa U 00OJOYKOM KIIETKU IO BCEMY IPOCTPAHCTBY pa3zdpocaHbl MUTOXOHApuU. boree
JETAIbHOE M3YYEHUE YJIbTPACTPYKTYpPHON OpraHu3allMy KJIETOK MCXOIHOTO 3€JI€HOr0 IITaMMa
omybnukoBano panee (Sager, Palade, 1957) u HeOZHOKpAaTHO TOATBEPKICHHOE APYTHMHU
uccnenosarensimu (Jlagpirun, 1998).

[Tockonpky XJ0pOoUIIT SBISETCS OAHUM W3 BaXXHEHIIMX KOMIIOHEHTOB THJIAKOUIOB, TO
U3MEHEHHE B €ro COJAEPKAaHUM, KaK IPaBUIIO, YETKO KOPEIUPYET CO CTEHNEHBIO Pa3BUTHS
MEMOpaHHOM CHUCTEMBI XJIOPOIUIacTOB. Bce MyTaHTHI B 3aBUCHMOCTH OT HAKOIUICHUS MMUTMEHTOB
UMEIOT JH00 penylupOBaHHYIO JIAMEIUIIPHYIO CUCTeMY (B Cllydyae YMEHBIICHHS COJCpKaHUS
MMUTMEHTOB), TNO0 00JIee BRICOKOCTPYKTYPUPOBAHHYIO (TIPH YBEIMYCHHUH COACP)KAHUS TUTMEHTOB)
10 CPABHEHUIO C KOHTPOJIBHOM.

B 3aBucHMOCTH OT yCJIOBHMM KyJIbTUBHPOBAHUS, CTEIIEHb Pa3BUTUS MEMOPAHHON CHCTEMBI
XJIOPOIUIACTOB B KJIETKaxX JUKOTO THUIA M PAa3jIM4YHBIX MYTaHTOB MOXET BapbUpOBaTh B
HE3HAYUTENIbHOI CTEeMeHH, HO XapaKTepHble 0COOEHHOCTH (OPMHUPOBAHUSA M MPOCTPAHCTBEHHOM
VIIAaKOBKH THUJIAKOMIOB OCTAIOTCS CTaOWIBHBIMU. Tak MpH BRIpAIIMBAHWH KJIETOK Ha CBETY, Kak
MpaBUJI0, HAOJIOAETCS HECKOJbKO 00Jiee BBICOKOE conepkaHue XJIopoduia, 4eM B KIETKax,
BBIpAIlEHHBIX B TeMHOTe. Ha cBeTy He TONbKO (HOPMHUPYETCS HECKOIBKO OOJbllee YHCIO0
TUJIAKOUJIOB, HO M CaM XapakTep MPOCTPAHCTBEHHOW YMAKOBKM MX CTAHOBHUTCS OoJiee MIIOTHBIHN C
HaJIMYUEM XOpOIIo cOPMHUPOBAHHBIX TpaH. B KieTkax, BBIPAIICHHBIX B TEMHOTE, (hOpMUPYETCs
YyTh MEHbIIIEE YHCIIO TUIAKOUI0B U XapaKTep UX YIAKOBKHU CTAHOBHUTCS 00JI€€ PHIXJIbIM.
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Puc. 1. YnpTpacTpyKkTypHas oOpraHu3allds BETETAaTHBHOW KIETKH Jukoro tuma K(+)

Chlamydomonas reinhardtii npu BeipanuBanuu Ha cBeTy. [IpomonsHbIii cpe3. YBen.: 30000%.
51— PO, 50 — SAPBIIIKO, 0X — 000JI0YKA XJIOPOILIACTA, /1 — THIAKOHUIBI, /1 — TUPEHOUI, K —

Kpaxmall, ae — anmnapaT [ oJIb/KH.
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Puc. 2. ®parmeHT XJoporuiacta BereTaTuBHOM kieTku aukoro tuma K(+) Chlamydomonas
reinhardtii mpu BbIpamMBaHUM Ha CBETy. B OTAEIBHBIX ydyacTKax XJOpoIuiacTa (OPMHUPYIOTCS
CTONKH — TPaHbl, TI0 CBOCH CTPYKTYpE CXOXKHE C TpaHaMU XJIOPOIUIACTOB BBICIINX PACTCHUH.
VYenuuenue: 90000x.

cm — CTOTIKa THJIAKOUIOB (TpaHa), o2 — 0CMUO(PUIIBHBIC TIIO0YIIBI, K — KpaxMal.

Beable myTanTbl. CTpyKTypHas OpraHu3alus iacTubl 6enoro myranta b-1 3HaunTenbHO
OTIUYAETCS OT APXUTEKTYPHI XJOPOILIACTA UCXOMHOTO 3elieHoro mramma (puc. 3). Y Hero 4eTko
BUIHA 000J04YKa [IacTuAbl. MeMmOpaHHBIE CTPYKTYphl MPAaKTHUYECKH OTCYTCTBYIOT. OHHU
MIPEJICTABJICHBI JIUITH OTICIBHBIMH MTy3bIpbKaMH, pa30pocaHHBIMU MO BceMy MaTtpukcy. OrpoMHoe
TEJIO0 IUTACTU[BI, MaJl0 OTJIMYAloleecss MO pa3MepaM OT KOHTPOJIBHOTO, 3alOJIHEHO TOJBKO
MaTpUKCOM. BakHO OTMeTUTh, 4TO y Oejoro myraHTa He HabmogaeTcst GOPMUPOBAHUS TIA3HOTO
MATHA ¥ MHpeHoua. PeayKins ri1a3Horo natHa MoKeT ObITh 00yCIOBIIeHa OTEPEl KapOTUHOUIOB.
OdeBHIHO, TIO ITOH K€ MPUYMHE KJIETKH ITOr0 MYTaHTa MOTHUOAIOT MPHU KYJIHTHBHPOBAHUU Ha
CBETY, YTO COIJIACYETCS C MPEICTaBICHUEM O 3alIUTHOW poiu kKapotuHommoB (Jlagerun, 2000,
2002, 2008; Jlagsirus, [uprmkosa, 2006; Robertson et al., 1956).

[Ipyn nnuTensHOM KyJNbTHUBHUPOBAaHHMM B TEMHOTE B TeTEpPOTPO(HBIX YCIOBHSIX POCTa B
pPa3IMYHBIX y4acTKaX MaTpUKcCa TUIACTHU]IBI MOXKET HaKaruMBaThecsl Kpaxmain. [Ipu BeIpamiuBaHuu B
TEeMHOTE BETre€TaTUBHBIC KJIETKH Oesoro mytanTa b-1 xopotio pactyt u pazmHoxaroTcs. JleTanbHbIi
aHallM3 YIbTPACTPYKTYPHOU OpTraHM3aIMK KIETOK IMOKa3al, YTO OHU (OPMUPYIOT HOPMAIILHYIO
KJIETOYHYI0 CTeHKy U IUia3mManeMMmy. Kpome Toro, B HHUX (OpMHUPYETCS  XOpPOIIO
CTPYKTypUpOBaHHas o00oyouka xiyoporyacta (puc. 4). BHyTpu XJoporacra, 3arloJHEHHOTO
MaTpPUKCOM, MOKHO OOHApPYKHTh HEOOJBIIOE YUCIO MEMOPAHHBIX MYy3BIPHKOB M OCMHUO(MUILHBIE
ro0ynel. EnuHUYHBIE MEMOpaHHBIE My3BIPHKH JIMITUTHO-OCIKOBOM MPUPOIBI, TIO-BUIUMOMY, U3-32
OTCYTCTBHS XJIOpO(UIUIa M KapOTHHOUIOB HE MOTYT (POPMHpPOBATH Jla)e LIEMOYEK IMYy3BIPHKOB,
KOTOpBIEC YKA3hIBAIOT HA CaMble paHHUE ATAIbl (JOPMUPOBAHUS MEMOPaH.
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Puc. 3. TlpomonbHbIil cpe3 BereraTuBHO# kieTku Oenoro myranta b-1 Chlamydomonas
reinhardtii mpu BeIpamBaniy B TeMHOTe. Y Benuuenue: 25000X.

5 — AApo, ox — 000JI0YKa XJIOPOILIACTA, K — KPaxMall, K¢ — KII€TOYHAsl CTEHKA, o — KI'yTUKH,
M — MUTOXOHJIPHSL.
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Puc. 4. ®parmeHnT xJjoporuiacta BEreTaTUBHOW KJIETKH Oenoro MyrtaHta b-1
Chlamydomonas reinhardtii mpu BeipamiBanuu B TeMHoTe. YBenmuenue: S0000x%.

KC — KJIETOYHAsl CTEHKa, ox — 000J0YKa XJIOPOIUIACTa, M1 — MEMOpaHHBIE My3BIPbKH, 02 —
0CcMUO(UITBHBIE TII00YIIBI, K — KpaxMall.

Hanuune B knetkax 6emoro myranta b-1 xopomo pazsutoro xyoporacta 1 OZHOBPEMEHHO
OTCYTCTBHE BHYTPM HET0 MEMOpPAaHHOH CHCTEMBI CIY)XHT JOKa3aTeJIbCTBOM HE3aBHCUMOTO
TEHETHYECKOr0 KOHTPOJISI CAaMOT'0 XJIOPOIIACTA, KAK OPTaHeNIbl, U KOMIIOHEHTOB €ro MeMOpaHHON
CHCTEMBI, KOTOpasi He (OPMUPYETCs U3-3a OTCYTCTBHS Yy 3TOTO MYTaHTa, Kak XJIOpodunia, Tak U
KapOTHHOUJIOB.

Takum 00pa3oM, OTCYTCTBHE HAKOIUICHHS IMUTMEHTOB Yy O€JIOro MyTaHTa COIPOBOXKIACTCS
MOJTHOM TOTEepel JaMeJUIApHONH CHCTEMBbl IUIACTH[BI, a TaKXKe PeayKIHeWd CTUIMbl M MUPEHOU[A,
XOTSl caMa IJIacTUAa BMECT€ C POCTOM KJIETKH JOCTHTaeT 3HAYMTEIbHBIX pa3MepoB. PasButhe
MeMOpPaHHBIX CTPYKTYp IUIACTH/IBI y 3TOTO MYTaHTa OCTaHABJIMBAETCS HA OJTHOM M3 CaMbIX pPaHHHUX
ATANoOB Pa3BUTHs, IO CTaaud OOpa30BaHUsS IMy3BIPHKOB M arperaiyi UX B TEPBUYHBIC CIIOH,
noJ100H0 OenbiM MyTaHTam stamenst (Wettstein, 1959) u Tomaros (Lefort, 1957).

/Kearbie MyTaHThI. Y KEITBIX MyTaHTOB, HAKATUTUBAIOIIUX KAPOTHHOH B TPH OTCYTCTBUHU
xjopoduiuia, opMupyeTcs IIacTUAa HOPMAIbHOTO pa3Mepa, B TO K€ BpeMs B HEH MOXKHO
Ha0II0aTh TOJBKO paHHUE JdTambl (OPMUPOBAHHS MEMOpaH, a HMMEHHO, OOJIBIIOE YHCIIO
My3bIPbKOB, KOTOPBIE B OTJENIBHBIX Y4aCTKaX MOTYT OOBbEIUHATCS B LIEMOYKH (pHUC. 5).

72



Puc. 5. ®parmeHT XJIOpOIUTacTa BETETATHMBHOW KIETKH JKelNToro Myrtanta JK-4
Chlamydomonas reinhardtii npu BeipamuBanuy Ha cBety. YBennuerue: 80000x.

na — maa3MalieMma, 0ox —000JI0uKa XJIOPOIUIACTa, en — €IMHIUYHBIC MY3bIPbKH, Y71 — IIETI0YKa
My3BIPHKOB, 71 — TUPEHOU/I.
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Puc. 6. ®parmeHTsl XJI0pOMmIacToB kenroro myranra JK-4 Ha cBery (a) u myranta K-1
(yellow-1) sxenToro B TeMHOTE, HO 3€JICHEIOLIETO Ha CBETY uepe3 | uac pocta Ha cBeTy ().

on — 000J0YKa TIACTUABI, M — THIAKOUJBL, YN — IIENOYKa MY3bIPHKOB, en — €ANHUYHBIC
My3bIPbKH, M1 — MEMOpaHHBIE MY3bIPKH, 7 — MHPEHOUMA, K — Kpaxmal, o2 — OCMUO(HIbHBIC
r700YyIbl, nm — IpoIaMeuIsipHoe Teno. YBenudenue: a — 75000%, 6 — 110000x.
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Hamu ObuiM monmy4yeHbI TPH THIA KENTBIX MYTAaHTOB, y KOTOPHIX B 3aBHCHUMOCTH OT
KMHETUKHU HAKOIJICHUS! MUTMEHTOB, KaK Ha CBETY, TaK U B TEMHOTE, MOKHO HAOJII0OJaTh PA3INYHYIO
CTENEHb CTPYKTYPHUPOBAHUS XJIOPOILJIACTOB OT CAMBIX PAaHHHUX 3TAaroB y (EHOTHIIHYECKH >KEIThIX
HITAMMOB JI0 HOPMaJIbHO CTPYKTYPHUPOBAHHBIX XJIOPOIUIACTOB Y JKENTHIX MYTAHTOB, 3€JICHEIOLINX
Ha cBety (CemenoBa, Jlaapirun, 1975).

Mo>xHo mojaraTh, 4To 0Opa3oBaHME MEMOpPAHHBIX MY3bIPHKOB B XJIOPOIUIAcTax OelbIX U
KENTBIX MYTAHTOB OCYILECTBIIIETCS 0e3 ydacTus XJopoduiia, Kak B TEMHOTE, TaK M Ha CBETY.
Xnopodun xe HeoOxoauM Tpu (GOPMHPOBAHMM THJIAKOWUIOB. Tak, y »kenroro myrtanta K-1,
MOTEPSIBILIETO CHOCOOHOCTh CHHTE3MPOBATH XJIOPO(GWII TOJIBKO B TEMHOTE, Ha CBETY B Havaye
HaKOIUICHUs XJIOpoduiIa MOXXKHO HaOmonaTh (OpMHUpPOBAHHME KOPOTKUX MeMOpaH THIIAKOWIOB
(puc. 6, a), a 3aTeM U KPUCTALTMYECKUX CTPYKTYp MpoJaMeIUIIpHOro Temna (puc. 6, 6). Jlanbueiimee
HaKOIUIEHHE XJIOpOo(uUiia BEAET K Pa3BUTHIO U IPEBPAIICHUIO MPOJIAMEUIAPHBIX TNl B XOPOIIO
Pa3BUTHIC TUIIAKOUJIBI.

CrnepnoBarenbHO, B CIIy4ae JKEJNThIX MyTaHTOB Mbl MMEEM J[Ba THIA JIAMEJUIIPHONW CHUCTEMBI
wiactua. OIMH M3 HUX XapakTepU3yeTcss peAyKUued MeMOpaHHBIX CTPYKTYyp /O CTaJuu
o0Opa3oBaHMs My3bIPHKOB, KaK Ha CBETY, TaK U B TEMHOTE. JTO HE3EJICHEIOLIUE KENThle MyTaHTbI
K-3 u K-4. OHu npeaCcTaBISIOT UHTEPEC MPU U3YYEHHM BOIPOCOB MOJEKYJISPHOM OpraHU3aluu
HavyaJlbHBIX ATarnoB (opmupoBaHUs MeMOpaH THJIAKOUIOB M Y4YacTUS KapOTHHOHIOB B 3TOM
IpoLecce.

Hpyroii Tunm macTug uUMeEeT KeaTbld MyTaHT JK-1, BOCCTaHABIMBAIOIIMA CHHTE3
xsopoduiuia Ha cBery. OH NpencTaBiIseT HHTEPEC, KaK JUIsl OTMEUEHHBIX BBIIIE UCCIICAOBAHUH, TaK
U JJI U3YYEHHUs BOIPOCOB 00 y4acTHH XJIOPO(MUIUIOB B MOJEKYJISIPHOM OpraHM3aliy THIIAKOUOB
OT Hayasla uX (GOPMHUPOBAHUS JI0 MOJHOTO PA3BUTHUS U YIAKOBKU B IPaHbl BHYTPU XJIOpOILIACTA, A
TaK)Ke JIJIsl BBISICHEHUS TPUYKH, 00YCIOBIMBAIOUINX UX (PYHKIIMOHAIBHYIO aKTUBHOCTbD, TTOCKOJIBKY
pa3sBUTHE  JAMEJUIAPHBIX  CTPYKTYp  XJIOPOIUIACTOB  CONPOBOXKIAETCS  BOCCTAHOBIIEHHUEM
(hOTOCHHTETHYECKON CITOCOOHOCTH.

[Mupenoun 1 cTurMa y enThlX MyTaHTOB B TEMHOTE MEHEE Pa3BUTHI, YeM B KJIETKaX JAUKOTO
tuna. [Tupenonn obpasyer ceTb TpyOOUeK, HO HOPMAIBHOTO PA3BUTHUS KPaXMaJOHOCHBIX IJIACTHH
HE TpoucxoauT. [7a3HOe WATHO COAEPKUT TOJNBKO OAMH—/IBA pAJa HE IOJHOCTBIO
cOpMUPOBAHHBIX TpaHyl. BTOpoll psia wWiIM OTCYTCTBYET BOOOIE, WM TOJHKO HAYMHAET
oOpa3zoBeiBaThcsi. Ha cBeTy 3TH CTPYKTYypbl OBICTPO pPa3sBUBAIOTCS W Majo0 OTJIMYAIOTCA OT
KOHTPOJIbHBIX.

Takum 00pa3omM, y >KEITHIX MYTaHTOB Hapyll€HHE CHHTE3a XJIOpopuia MpU TOCTATOYHO
BBICOKOM COJIEp>KaHUU KapOTHHOUIOB OOYCIIOBMIJIO PENYKIMI0 MEMOpaH 10 CTaJuu OOpa30BaHUS
My3bIPbKOB M MPOJAMEUIIPHOTO Tena (puc. 6), CBOWCTBEHHBIX JKEATHIM MYTaHTaM U
ATHOJIMPOBAHHBIM BBICIIHNM pacTeHusM (Sager, Palade, 1954; Wettstein, 1961). Ily3sippku
00pa30BBIBAIIM MEPBUYHBIC IIETIOYKH, HO 00pa30BaHHE THIIAKOMIOB HE IPOHCXOIUIIO.

Cgetii0-3ejieHble MyTaHTbhl. CTpyKTypa CBeTJIO-3€ieHOro mytaHTa (-5 CyllecTBEHHO
OTJIIMYAETCS B 3aBUCUMOCTH OT YCJIOBUH BBIpalIMBaHMUA. Tak, NMpH BbIpAIlMBAaHUM B TEMHOTE
MeMOpaHHasi CHUCTeMa IUIaCTHABI 3TOr0 MYyTaHTa MPHOOpETaeT BUM, XapaKTEpHBIM IS paHHUX
ATANoOB pa3BUTHUS XJIOPOIUIACTAa BBICIIMX PACTEHHWH B IEPHUOJ Haydana 3€JICHEHHs, KOrjaa Yyxke
00pa30BaJINCh OT/IENbHBIE THIAKOUIBI, HO €IlIe MPUCYTCTBYET MpojaMeisipHoe Teno (puc. 7, a). Ha
CBETY JlaMeJUIIpHasl CUCTeMa MpPEACTaBICHAa XOPOIIO Pa3BUTHIMU OTACIbHBIMHU THIIAKOMJIAMHU U
HE3HAYUTENIbHBIM KOJMYECTBOM HEOOJBIINX HOPMAJbHO PAa3BUTHIX rpaH (puc. 7, 6). CturmMa u
MUPEHOU]] B XJIOPOILJIACTAaX CBETJIO-3€JIEHBIX MYTAHTOB, KaK IMPAaBHUJIO, XOPOIIO Pa3BUTHI U HE
OTJIMYAIOTCS OT KOHTPOJIbHBIX. OJTHAKO y CBETJI0-3eNeHoro mytanTa C-5 B TEMHOTE TJIa3HOE MSATHO,
TaKXe KaK U peaylupoBaHHasi MeMOpaHHask CUCTEMA, OCTAeTCsl c1abo pa3BUTHIM M 00pa3yeT TOIbKO
OJIUH PSJT JIMITHIHO-KapOTHHOUIHBIX T100Y1 (puc. 7, a) (Jlageirun, 2014).

OnHako OOJIBIIMHCTBO CBETJIO-3€NICHBIX MYTaHTOB HakarumBaeT oT 40 no 60% cymmbl
XJIOPO(UIIIOB U CYMMBbI KAPOTHHOMJIOB OT UX COZEpX aHHS B KJIETKaxX IUKoro tuna. [loaToMmy B HUX
HUKOTJa He HalmonaeTcs o0pazoBaHKe MpojameuispHoro tena. OHU cojepKar OOJIbLIOe YHCIIO
TUJIAKOUJIOB, KaK MPaBUIIO, 00pa3yIOUINX IPpaHbl HEOOJBIIOTO pa3Mepa.
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Puc. 7. ®parMeHTHl XJIOPOIJIACTOB BETETAaTUBHBIX KIETOK CBETJIO-3€leHOro myranra C-5,
o0pa3yroniero mpojamelIipHOe TeJI0 IPU BbIpallMBaHUHU B TeMHOTE (@) U GOPMUPYIOLIETO MHOTO
CIMHUYHBIX TUIAKOUIOB U HEOOBIINX IPaH MPH BBIPAIMBAHIH Ha CBETY (0).

on — 000JI0YKa IUIACTUBI, nm — MPOJAMEIUISIPHOE TENIO, M — TUJIAKOUIBI, en — TJ1a3HOe
ISTHO, K — KpaxMaj, K¢ — KJIETOYHas CTEHKa, ox — 000JIouKa XJIOpOIUIacTa, @ — IpaHa, 02 —
ocmuo¢mibHbIE TI00YIBL. YBenunuenue: a — 25000%, 6 — 75000x.
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Hapymenue cuntesa xmopodmmia b y cBerno-zeneHoro myranta C-48 mpu J0CTaTOYHO
BBICOKOM COJIEpKaHUU XJIOpOPHIia @ COMPOBOXKIAIOCH MEHBIIICH pEAyKIMEH JaMeIuIIpHON
cucrembl, yeM y MyTaHta C-5. ToHKas CTpyKTypa €ro XJIOpOIUIacTa MPEACTaBIeHa XOPOIIO
Pa3BUTHIMH, KaK €IUHUYHBIMU, TaK U YIAaKOBaHHBIMU B TpaHbl Tuiakounamu (Jlagsirud, Arpukosa,
1983).

Takum o0pa3om, CBETII0-3eJIeHbIE MYTaHTHI 00Pa3yIOT CUCTEMY €IMHUYHBIX THJIAKOUIOB, HO
OKOHYATEeNbHOU U (EepeHIUPOBKY B CTONKUA HE MPOUCXOIUT, TOJOOHO TOMY, KaK 3TO OTMEYaJIOCh
JUTS XJIOPOILIACTOB CBETIIO-3€JCHBIX MyTaHTOB y Bbiciux pactenmii (Virgin et al., 1963; Kirk,
Tilney-Bassett, 1967).

Hcxonnbie 3esleHble KJIETKM [IMKOro Tuma. /s 3IeKTPOHHO-MUKPOCKOIUYECKUX
WCCIIEIOBAaHUH CTPYKTYPHON OpraHU3alliy KJIETOK NUKOro tuma K(+) U MyTaHTOB MCHOJIb30BAIH
cpe3bl 00pa3ioB, noxydeHHsle nocie 1%-uoit OsO,4 ¢pukcaunu (Jlagsiru u ap., 2014).

OcmueBast (pukcanusi, cTaOUIM3UPYIONIAs JIMIUAHBIN OuciIol MeMOpaH KIETOK, O3BOJIsIIa
XOpOILIO BUAETh MX Ha YJIbTPATOHKUX Cpe3ax B 3JEKTPOHHOM MuKpockore (puc. 8). benkossie
KOMITOHEHTBI MEMOpaH, pacroyiarasich ¢ JABYX CTOPOH JUMUAHOTO OHUCIIOS W SIBISISICH B OOJBIICH
CTENEHU SJEKTPOHHO-TNIOTHBIMH, CO3/JAaI0T 00pa3 TpeXCIOWHOCTH. TpexciioiiHas opraHu3anus
MeMOpaH 0COOEHHO XOpOIIo BUAHA Ha TuIazMaieMMe (M1azMaMeMOpane). TonmmHa mia3ManeMMBbl
coctapysier 10 HM, a TONIIMHA IPYTUX KJIECTOYHBIX MEMOpaH OKOJIO 7 HM.

JlunuaHbl OUCIOW THIIAKOWMIIOB, OOOJOYEK XJIOPOIUIAcTa W MUTOXOHIPHUHA MPOHHU3AH
OEKOBBIMM KOMITOHEHTAMHU HACKBO3b U MOTOMY Ha 3THX MeMOpaHaX 4eTKOW TPeXCIOMHOCTH He
BUJTHO.

B knerkax nukoro tumna K(+) u Ha cBeTy, 1 B TEeMHOTE€ MeMOpaHbl 000JI0YKH MUTOXOHIPHH,
KaK BHEIIHSS, TAK ¥ BHYTPEHHSS, KOTOpas 00pa3yeT CKIAIKU — KPUCTBI, XOPOIIO CPOPMUPOBAHBI.
Baxkyosnb orpanndyena MemMOpaHO#l TOHOIUIACTA, SIAPO MOKPHITO JTBOMHOM smepHO MemOpaHoii. Bee
AJIEMEHTHI IUTOIIa3Mbl — PUOOCOMBI, ammapar [ombIKH, MHUCTEPHBI SHAOIIA3MATHYECKOTO
PETHKYyJyMa TaK)Ke€ XOpOIIO BbIpaxkeHbl. [1MOTHOCTH pubOOCOM B IIUTOIIa3ME COCTaBISET OKOJIO
THICSUH IITYK HA MKM? (970+30 rmrr/mMim®).

Ha ¢parmenrtax kimerok aumkoro tuma K(+) Chlamydomonas reinhardtii B o6mactu riaska
rpu OOJIBIIIOM YBETHUYEHUHU OBLIO MOKA3aHo, UYTO IJIa3MajeMMa YeTKO BUHA KakK I1ajIKasi, pOBHAS U
npubimkeHa K kiaerounoit crenke (Cemenosa m ap., 2015; Zhang, Robinson, 1986). B kierkax,
BBIPOCIIIUX HA CBETY, BCE MEMOPAaHbI MUTOXOHAPUI YETKO BBIPAKEHBI U UMEIOT TUIOTHBIA MaTpPUKC
(CemenoBa u fp., 2015).

DIEKTPOHHO-MUKPOCKOTIMUECKUE MCCIEAOBAaHUS TIOKA3aIH, YTO B KJeTkax aukoro Tuma K(+)
MeMOpaHHasi CHCTEMa XJIOPOILJIaCTOB XOPOUIO pa3BUTa U IMpeJAcTaBieHa OOJBIIMM YHCIOM
TUJIAKOUJO0B BO MHOTHX MeCTaX, 00pa3ylomux rpansl, coctosume u3 10-15 tunakounos (puc. 9).
W3BecTHO, YTO IMEHHO B y4acTKaX KOHTAaKTa TUJIAKOMJI0B BHYTPU IpaH JIOKATU3YIOTCS KOMILJIEKCHI
OC-Il (Jlapgpirun, 1998). B 10 xe Bpemsi komruiekchl OC-| n0Kanu3yr0TCA MPEUMYILIECTBEHHO B
MEXIPaHHBIX yYacCTKaxX W B €AUHUYHBIX TUiIakouaax (Jlageirun, 1998, 2014).

[TockoNbKy MHUTMEHTHI SIBISIOTCS CTPYKTYPHBIM KOMIIOHEHTOM JIAMEJUISPHOW CHCTEMBI
XJIOPOIUIACTOB, TO YBEIMUEHHUE B COACPKAHUU XJIOPOPUILIa B KIETKaX TUKOIrO TUIA MO CPAaBHEHUIO
CO CBETJIO-3€JIEHBIMH MYTaHTAaMHU HE MOTJIM HE OTPA3UThCS HA CTPYKTYPHOUM OpraHHU3aIfy TIACTHIL.
Nx xmnoporutactel 0ojiee BBICOKO CTPYKTypupoBaHHbIe, 4eM Yy C-myrtaHtoB. [lnsg Oonbiieit
JOCTOBEPHOCTH  JIy4llle  CPaBHMBATh yYacTKH JIAMEJUISPHOW  CHUCTEMBI  XJIOPOILIACTOB,
pacrojoKeHHbIE B IEHTPE, B 00J1aCTH JOKAIU3alUY TUPEHOUIA.

XJ0pOIIaCT KJIETOK MCXOIHOTO 3€JIEHOrO ITaMMa MMEET TUIMUYHYIO JJIST 9TOM BOAOPOCITH
CTPYKTYpy. 3HaUUTENbHAsA YacTh Tella XJIOPOIIacTa 3anojdHeHa OOJIbIIMM YHCIOM THUJIAKOUJIOB, BO
MHOTHUX MeCTax OOpa3ylIIUX CTONKH, MOJOOHO TpaHaM BBICHIMX pacTeHuid. bonee nerampHOE
yIBTPACTPYKTYPHOE HCCIeaoBaHue rpaH xjoporiactoB Chlamydomonas reinhardtii mokasaio,
9TO, KaK MpPaBWIO, TPaHbl y OTOM BOJOPOCIH UMEIOT pa3jHYHbIE pa3Mepbl, HO MEHEe
CTPYKTypUpOBaHHbIE. B TO ke BpeMs HMHOTJa BCTPEYAIOTCS XOpOoIIo cHopMHpOBaHHBIE CTOIKU
THUJIAKOUIOB TIPAKTUYECKU HE OTIUYMMBIC OT TPaH BBICHIMX pacTeHui (puc. 9, a, 0).
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Puc. 8. IlpomonbHblii cpe3 BereraruBHOW kieTku aukoro Tuma K(+) Chlamydomonas
reinhardtii mpu BeIpamuBanuu Ha cBety. YBenuueHue: 20000x.

KC — KJIETOYHAsl CTCHKA, 71 — IJIa3MOJIeMMa, 5 — PO, 0X — 000JI0YKa XJIOPOILIacTa, m —
THJIAKOHIBI, 71 — TUPEHOUI, K — KpaxMaJl.
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Puc. 9 a, 6. ®parMeHThI XJIOPOILIIACTOB BEreTaTHBHBIX KJIeToK aukoro tuma K(+) Chlamydomonas reinhardtii mpu BeipaiiBaniu Ha CBETY.
ox — 000JI0YKa XJIOPOILIACTA, /M — TUJIAKOUIbL, 2 — TPaHa, 1 — MUPEHOU I, K — KpaxMai. YBenudeHnue: 60000x.
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TeMHo-3e/ieHble MYTaHThl. MyTaHTBI, HaKaIIMBaloIue B 2—3 pa3a Oousblie xJ0poduiua,
YeM KIeTKHM HCXOJHOIO 3€J€HOro IITaMMa, HMEIT 0ojee BbICOKOCTPYKTYPUPOBAaHHYIO
JaMEJUIIPHYIO CHCTEMY C OOJIBIIMM YMCIOM THUJIAKOWIOB, 3ANOJHSIONMX BCE TEJIO XJIOPOIUIAcTa
(puc. 10). B MmemOpaHHOI CTpYKType 3TUX MYTaHTOB OOpPa3ylOTCs CTONKH IUIOTHO YMAaKOBAaHHBIX
TUJIAKOUOB, TOJOOHO TpaHaM BBICIIMX pacTeHHH. DTOT (akT MOATBEP)KIAET MHEHHE O TOM, UTO
CTENEHb CTPYKTYPUPOBAaHUS XJIOPOILIACTAa KOPPEIMPYET C HAKOMJIEHHEM KJIIETKONH HUTMEHTOB
(Sager, Palade, 1954; Wettstein, 1961).

VBenuueHne KOJIMYECTBa XJIOPO(GWIIa Y TEMHO-3€JICHOT0 MyTaHTa T-8 coOmpoBOXIaeTcs
KpaTHbIM YBEJIMYEHHEM YHCIIa THJIAKOMIOB B XJIOpOIJIacTax. X 4YHCIO CTaHOBHUTCS HACTOJBKO
OOJIBIIMM, YTO IPAKTUYECKH BCE TEJIO XJIOPOIUIACTA 3alOJIHEHO THJIAKOMIAMH U IPEACTaBIIAET
coboit “emunyto rpany” (puc. 11, a). [lupeHoun u okpyxKarolye ero KpaxmajibHbIE 3€pHA TaKXKe
MIPAKTUYECKU OKPYXKEHBI CIUIOIIHOW MACCOM THUJIAKOUIOB. Pe3ynbTaThl CTPYKTYpHON OpraHU3aluu
XJIOpOIJIacTa TEMHO-3€JICHOT0 MyTaHTa T-8 MOKa3bpIBalOT, YTO C MOMOIIbI0 MyTareHe3a MO>KHO HE
TOJIKO PeNyLlipOBaTh MEMOpPAHHYIO CUCTEMY 10 €AMHUYHBIX IY3bIPbKOB, HO U B 3HAYMTEIbHOM

CTETICHH YCOBEPIIICHCTBOBATH €€ 0 MPAKTHUYECKH MOJTHOTO 3aIMlOJIHEHHUS XJIOPOTIACTa THIAKOUIAMHU
C BBICOKOW (POTOCHHTETUYECKON CIOCOOHOCTHIO M HAKOIJIEHHEM OMOMAacChl BaKHOW JUISl Lesei
(hOTOOMOTEXHOIOTHH.

Puc. 10. YaprpacTpykTypHas OpraHu3alMs XJIOpPOIUIacTa BEreTaTUBHOM KJIETKH TEMHO-
3enenoro myranta T-8 Chlamydomonas reinhardtii npu BeipamuBanuu Ha cBeTy. [lokaszaHo, 4TO
BECh XJIOPOIUIACT 3aIl0JIHEH THiIakouaamu. ¥YBeiauuenue: 15000%.

KC — KJIETOYHAs CTEHKA, ¢ — TPaHBbl, M — TWIAKOHMJBI, 21 — TJIA3HOE MATHO, K — Kpaxmal, M —
MHUTOXOHIPHSL.
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th 6
Puc. 11 a, 6. ®parMeHTHI XJIOPOILIACTOB BETETaTHBHBIX KJIETOK TeMHO-3esieHoro myranta T-8 Chlamydomonas reinhardtii mpu BeipammuBannmn

Ha cBeTy. YBenmuenue: a — 75000%, 6 — 60000x.
ox — 000JI0YKa XJIOPOILIACTa, 2 — FpaHa, 1 — MUPSHOU I, K — Kpaxmall, 02 — OCMUO(PHIbHBIC TPAHYJIBI.
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Cbemna-
3enerplll

Puc. 12. Cxema pa3utus MeMOpaHHOM cucTeMbl Xyoporiacta Chlamydomonas reinhardtii ot o6pa3oBaHus €IMHUYHBIX TY3BIPHKOB y OEJI0T0
MYTaHTa ¥ TPOJIAMEJUIAPHOTO Tejia Y JKEeATOr0 MyTaHTa, SAMHHYHBIX THJIAKOUIOB U HEOOJIBIINX IPaH Y CBETIIO-3€JICHOTO MyTaHTa, XOPOIIIO Pa3BHTHIX
IpaH y UCXOJHOTO JTUKOTO THIIA U TIOJHOCTHIO 3aMOTHEHHOTO THJIAKOUIAMHE XJIOPOILIacTa y TEMHO-3€JICHOTO MyTaHTAa.

1 — kneTouyHas cTeHka, 2 — MaTpUKC, 3 — MPOJIAMEIISIPHOE TeJ0, 4 — I1a3HOE MATHO, S — TUIIAKOUIBI, 6 — MUpeHoua, 7/ — Kpaxmal.
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Wrak, wucciemoBaHue psAga NUTMEHTHBIX MYTaHTOB  MOKa3ajlo, 4YTO  METOJIOM
HKCIIEPUMEHTAJILHOTO MYyTareHe3a yAaeTcsi HCKYCCTBEHHO IOJNYyYUTh CaMble pa3zHOoOpa3HbIe
HapyIICHUs [[eNu OMOCHHTE3a MUTMEHTOB. V3ydeHne ynbTpacTpyKTYPHOW OpPTraHW3allMU TUTACTHU]
MUTMEHTHBIX MYTAaHTOB MPUBEJIO HAC K 3aKJIIOUEHHUIO, YTO y 3€JIeHBIX BOJOPOCIEH, HECMOTPS Ha
MPUCYTCTBUE B HOPME XOPOIIO PAa3BUTOM JIAMEIJISIPHOM CHCTEMBI XJOPOIUIACTa Ha BCEX CTAIHIX
KU3HEHHOTO IIUKJIA, 3TY CUCTEMY MOKHO PEIyLIHpPOBaTh MCKYCCTBEHHO MPAKTHUECKU N0 JHOOOTO
JTarna ee pa3BUTHA, yCTAHOBJICHHOTO I XJIOPOIUIACTOB BBICIINX pacTeHui (puc. 12).

['eHeTnyeckue HapylIeHHUS COACPNKAHMS MUTMEHTOB, TMPUBOASIIME K  PEAYKIHU
JAMEIUIIPHON CHUCTEMBI XJIOPOIUTACTA, BIUIOTH 0 MOJTHON MOTEPU MEMOpPAHHBIX CTPYKTYp (Oemnbrii
MYTAaHT), a TaK)Ke MPOXOXKJIEHUE XJIOPOILIIACTOM 3TOH BOJIOPOCIIN Yepe3 CTAIUI0 MPOJIaMEIIIPHOTO
Tena (KeNThI MyTaHT) 10 0oOpa3oBaHUS OTACIBHBIX THIAKOMJIOB M HEOOJBIIMX TpaH (CBETIIO-
3elieHble MYTaHTbl) J0 OoJjiee pa3BUTHIX, YeM B KOHTPOJE, IUIOTHO YMaKOBaHHBIX CTOIOK
MEMOpPaHHBIX CTPYKTYp — “Makporpan’, 3amoJHSIONIMX BCE TEJIO XJIOoporuiacta (TeMHO-3eTIeHBIN
MYTaHT), TO3BOJWJIO JOKa3aTh NPUHIUIHUAIBHYI0 HWIACHTUYHOCTb OpraHU3alluy JIaMeJUIIpHOU
CHCTEMBI XJIOPOIUIACTOB OJHOKIICTOYHON 3eneHoit Bomopociu Chlamydomonas reinhardtii u
BeICIINX pacTeHui (puc. 12). Kpome Toro, ycraHOBI€HHE BCEX OCHOBHBIX JTAallOB B Pa3BUTHH
wiactuael Chlamydomonas reinhardtii, cBoiicTBEeHHBIX XJIOPOIUIACTAM BBICIIUX PACTCHUN, MOXET
CIIY>)KUTb TOATBEPKACHUEM OOIIHOCTU MPOUCXOXKACHUS BBICIIMX PACTEHUN U HM3ydaeMOU 3eJeHOon
BOJOPOCIIH.

3nech mpescTaBiIeHbl Pe3yabTaThl UCCIEOBAaHUS TUTMEHTOB U CTPYKTYPHOH OpraHu3aiiu
acTuj, 4yeteipex THnoB MyrtantoB Chlamydomonas reinhardtii: Gemoro, ABYX JKENTBIX, ABYX
CBETJIO-3€JIEHBIX U TeMHO-3eJeHoro. [lokazaHno, 4Tto miuactuaa 6enoro MyTaHTa, o pa3Mepam Majo
OTIUYAIOIIASACS OT KOHTPOJIBHOHM, 3alojHEHa TOJNBKO MaTpUKCOM. Pa3BuTHE ee IaMeuIsipHBIX
CTPYKTYyp OJIOKHpOBAaHO Ha CTaauu (QOPMHUPOBAHUS MY3BIPHKOB B peE3yslbTaTe OTCYTCTBHS
MUTMEHTOB. HakoruleHHe 3HAYUTENLHOTO KOJIMYECTBA KAPOTHHOMIIOB Yy IKEJITHIX MYTaHTOB
COMPOBOXKIACTCSI 00pa3oBaHMEM OOJBIIOTO YHCIIA My3bIPHKOB, MO-BUAUMOMY, 0€3 XJopoduiia.
MyTaHTbI, BOCCTaHABIMBAIOILINE CHHTE3 XJOpoHIIa HAa CBETY, B MpOIECCEe 3EJICHEHUs BHavale
GbopMHUPYIOT TMpOJIaMEJUISIPHOE TeJlo, a 3aTeéM — M TWIAKOWIbl. YMEHBUICHHE COJep>KaHus
IUTMEHTOB B 2—3 pa3a y CBETJIO-3€JICHBIX MYTAHTOB COINPOBOXKIACTCS PEAYKLMEH JaMeIUIIpHON
CUCTeMBl JO0 CTaJud (OPMUPOBAHUS EIUHUYHBIX THJIAKOUIOB. I[lOBBIIIEHHOE HaAKOIUICHHE
NUTMEHTOB B 2-3 pa3a y TEMHO-3€JCHbIX MYTAaHTOB II0 CpPaBHEHHIO C KOHTPOJBHBIM
compoBOXaaeTcst (popMUpoBaHWEM OOJBIIOTO YHCIA THJIAKOWIOB, 00pa3yromux ‘‘MaKporpaHbl’,
3aIOJTHAIONIMX MPAKTHUYECKU BeCh MaTpukc. Ha ocHOBaHMM OOHAapyKeHHs BCEX OCHOBHBIX 3TaIloOB
(GbopMUPOBaHUSI JIaMEJUIAPHOM CHCTEMBI XJIOPOIUIACTOB OT €JUHUYHBIX IMY3bIPHKOB /10 YIIaKOBKHU
TUJIAKOWJIOB B CTOIIKH, CBOWCTBEHHBIX BBICIIMM pPACTEHUSM, JOKA3bIBACTCS MPUHIUIMUATHHAS
UJCHTUYHOCTh OpraHU3allMi MEMOpPAHHBIX CTPYKTYpP XJIOPOIUIACTOB HM3Y4aeMOH OJHOKIJIETOYHOM
3eneHou Bogopocau Chlamydomonas reinhardtii u Beicuinx pacreHuid.
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I'JIABA VII

BUOCHHTE3, IOKAJIU3ALIWA U @ YHKIIUN KAPOTHHOUOB B
XJIOPOIIJIACTAX BOJOPOCJIEA U BBICIHINX PACTEHUU

B nacrosimee Bpemst BeyTCs aKTHUBHBIC HCCIEIOBAaHUS MO U3YYCHHIO (DYHKIIMOHAIBHOU
pOJIM KapOTHHOUOB M MX JIOKAJIM3allMd B MeMOpaHax XJIOpOIIacToB. 3a mpeapiaymue 10—15 mer
ObUIM JTOCTUTHYTHI 3HAYUTEIbHBIC YCIIEXH B M3YUECHUU Ipoliecca OMOCHHTE3a KapOTUHOUIOB U €ro
rererudeckoro KoHtpoas (Jlagerruu, 2002, 2014; Britton, 1998; Hirschberg, 1998). Oxnako B
BOMpOCAX JIOKATU3allMK KAPOTUHOUIOB M MX (YHKIHOHMPOBAHUS OCTAETCS €Il OYeHb MHOTO
HesicHOro. Pa3HOIMIaHOBOCTH MOJYYEHHBIX PE3YJIbTaTOB M 3HAUUTENBHBIE YCHEXU IO OTACIbHBIM
BOMpocaM OOYCJIOBUIM HEOOXOJUMOCTh OOOOIICHHSI 3THUX pE3yJIbTaTOB C IEIbI0 OCBELICHHUS
COBPEMEHHOTO0 COCTOSIHMUSI (PYHKIIMOHAIBHOM 3HAYMMOCTHM KapOTHHOMJIOB M YyYacTUs WX B
(OTOXMMHUYECKUX PEeaKIMAX mpoiecca GOTOCHHTE3A.

KapotuHonapl  ABISAIOTCA ~ IIHPOKO  PAaCHpOCTPAHEHHBIM  KJIACCOM  MHUTMEHTOB,
oOHapyXeHHbIX B mpupone. OHM BcTpevaroTcs y Oaktepwii, rpuOoB, BOJIOpOCIEH, pacTeHUH U
KUBOTHBIX. B Hactosimee Bpems u3BectHO Oonee 800 BumoB kapormHounoB (Kaprayxos, 2000).
D10 OombIlasi TPYMIA >KENTHIX, OPAHXKEBBIX WM KPACHBIX MHUTMEHTOB, KOTOPHIC MPEACTABISIOT
co0O0l TMOJUEHOBBIC COCAMHEHHS NMpeuMylnecTBeHHO ¢ 40 aromaMu yriepoja, MOCTPOSHHBIE W3
u3ornpeHoBbiX (Cs) emuHul] (0OBIMHO W3 BOCHMH). Pa3nwuaroT ABe TpyNbl KapOTHHOWOB:
KapOTHUHBI U KCAaHTOGUIIIBI. Kapomunsl — 3TO yriIeBOJOPO/IbI, KOTOPbIE COAEPKAT B CBOEM COCTaBE
TOJIKO aTOMBI yIiiepojia u Bogopoaa. Kcanmoghunnbi — 3T0 KHCIOPOA-COJIEpKAIIUE TPOU3BOIHbIC
KapOTHHOB, KOTOpPbIE, TOMHUMO aTOMOB YIJIepoJa U BOJOPOAA, UMEIOT aTOMbI KHCIOpOJa B BHJE
rugpokcu- (—OH), snokcu- (—-O-) u okco- (=O) rpynn (JIagsirun, 2000, 2002, 2014; Britton, 1998).
CunTtaercs, 4TO KapOTHHBI MPUHUMAIOT y4acTHE B OpraHMU3ali U GYHKIIMOHUPOBAHUM OCHOBHBIX
(core) KOMITJIEKCOB peakIMOHHBIX LeHTpoB (oTocucreM (Hashimoto, Koyama, 1990), B To Bpems
KaK KCaHTO(MUJUIBl YJaCTBYIOT B OpraHM3aIli{ BCIIOMOTATEIBHBIX CBETOCOOMPAIONTUX (AaHTCHHBIX)
komruiekcoB potocuctem (Jlagpirun, 2014; Ruban et al., 2001).

K ocHOBHBIM (PYHKLIHAM KapOTHHOUJOB MOYKHO OTHECTH CBETOCOOUPAIONIYIO, CTPYKTYPHYIO
u (Qoro3ammTHyo. BaxHas ¢oro3zanmTHas pPoOdb KAPOTHHOWAOB CBSi3aHA C MEXaHHU3MOM
HEe(POTOXMMHUYECKOTO TyIIeHUs (IyOpecleHInn XJIopopuiia M ydacTHEM HX B OOpPaTHUMBIX
peaKkusax KCAaHTO(QWIUIOBBIX IHMKJIOB. AHAMU3y IMOCIECIHUX AOCTHKCHHNW IO 3THM BOIPOCaM
nocssmieHa MoHorpadus (Jlageirus, 2014) u ganHas padoTa.

1. O01mas xapakTepuCcTHKAa KAPOTHHONUAO0B YKAPHUOT

B ocHOBe CTpYyKTypbl KapOTMHOWIOB JICKHUT IOJMEHOBas LENb C OONBIIMM YHUCIOM
HEHACBIIICHHBIX COMPSKEHHBIX JBOMHBIX CBsA3ed. CONpsHDKEHHBIMU HA3bIBAIOTCS JABOMHBIC WU
TPOMHBIC CBSI3U, Pa3JeICHHBIC OJHOW MPOCTOM CBA3bI0. Eciam OHM pasnmeneHbl IByMs WU Oojee
MPOCTBHIMU CBSI3SIMH WJIM JIBE€ IBOMHBIE CBS3U MPUMBIKAIOT K OJTHOMY M TOMY K€ aTOMY yIJiepoJia, TO
OHHU HE SIBJISIOTCS CONPSIKEHHBIMHU.

KapotuHouas! XJIOpOIIacToB COCTOAT U3 IIEHTPAIbHOW XpOMOGOpPHOW YacTh — JMHEHHOU
L[ENM HEHACBIUICHHBIX COIPSKEHHBIX JBOMHBIX CBA3€H, M JABYX KOHIEBBIX I'PYII — HOHOHOBBIX
kozer (puc. 1). XpomodopHas rpymima ¢ ornpeaeIecHHbIM YUCIOM COTPSKEHHBIX TBOWHBIX CBsI3EH B
MOJIEKYJIe KapOTHHOHa OOYCIOBIMBAET €ro CHEKTP IMOIJIOMIEHUS M OKPAacKy. DTH HUTIMEHTHI
MOTJIONIAIOT CBET B 0Onactu 280-550 HM.

[Tornouienrem cBeta B CUHEN 001acTU OOBSICHSETCS KEJITO-OpaH)KeBasi U KpacHas OKpacka
kapotuHOuAOB. C yBEIMYEHHEM YHCIIa CONPSIKEHHBIX JBOMHBIX CBSI3€M B MOJIEKYJax
KapOTUHOHUJIOB OHU TOTJIOMIAIOT CBET C OOJbIICH AJUHONW BOJHBI B BUIMMOM 00JacTU CHEKTpa U
CTaHOBATCA 0OJiee MHTEHCUBHO OKpallleHHbIMH. Tak, B meTpoiieiitHoM 3¢upe GutonH, nMeromui 3
COTIPSDKEHHBIC JBOMHBIC CBSI3H (3 C.J1.C.) © MAKCUMYMHBI MOTJIONIEHUS B YIbTPaPUOIETOBON 00JaCTH
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Puc. 1. Hymepauus aromoB yriepona, CTpykTypa XpoMmodopHOW yactu (a) W Hamboyiee XapaKTepHBIX KOHLIEBBIX Ipymil (6) MOJEKYI

KapOTHHOHUIOB B XJIOPOILIACTaX BOAOPOCieH U BeicinX pactenuit (Jlageirun, 2002; Britton, 1998).
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Amax = 275, 285 u 296 um, u putoduyuH (5 c.a.c.) ¢ Amax = 331, 348 u 367 um OecuBetHbl. J[3eTa-
KapoTuH (7 c.[.C.) UMEET MOTJIONIEHHE B CMHEM KOPOTKOBOJIHOBOM Y4YacTKE BHUJIUMOTO CIIEKTpa
(Amax = 378, 400 425 HM) ¥ TOTOMY BBITJISIIUT KENTHIM, HelpocopuH (9 c.a.c.) ¢ Amax = 414, 439,
467 — xxenTo-opaHXeBbIM, a JukonuH (11 c.x.c.) moromaeT B BUANMOM CUHE-3€JICHOM JIHara3oHe
CIIEKTpa € Amax = 444, 470, 502 M o6siafgaeT XapaKTepHOH OpaHKEBO-KPACHOM OKPACKOIA.

PSI-L s Pt R PSI-J
S PSI-E ”
e e . pSIF

Puc. 2. CrpykrypHas opranm3zanums @®C-1. Lhca 1, Lhca 2, Lhca 3, Lhca 4 -
cBetocoouparorue xyuopodusui-a/b-6enkoBbie koMIuiekebl BHemHe# anTeHHbl OC-1; PSI-C — PSI
L, PSI-G (G), PSI-K (K) — cBeTocobuparomie KoMIieKcsl BHyTpennei antenusl ®C-1; PSI-A/B -
SIPOBBI XJ0podmLT-a-0enkoBbiil kommieke @C-1 (Wollman et al., 1999; Fromme et al., 2003).

88



PGI[KO BCTPCHACMBIC APYTUC KAPpOTUHOUABI NPUCYIIH JIMIIb HCKOTOPBIM TAKCOHOMHWYCCKUM
rpyIaM, HalpuMep JIaKTyKakCaHTHH (3,3-TUTHAPOKCH-E,E-KapOTHH) OOHAPYKEH TOJBKO B JTUCTHIX
pacrenwuii canara Lactuca sativa (Siefermann-Harms et al., 1981).

‘ LHCII

wnunCP24 %%

e

L L L

L 111

(i 213111

EEiCP241E
HHHEHT

Puc. 3. CrpykrypHas opranuzauus aumepa @C-1l. Tpumepsr LHC-11 — cBerocobuparomue
xnmopoduit-a/b-6enkoBbie KOMIUIEKCHI BHEIIHEH, nepudepudeckoii antenasl OC-11; CP24, CP26,
CP29 — cBerocobupatoiue xyiopoduui-a/b-0enkoBbie KOMIUIEKCHI BHyTpeHHeH aHTeHHb DC-I;
D1, D2, Cyt bssg, CP43, CP47 — sapoBbic xiopoduii-a-oenkoBbie Komimiekcsl PC-I1; OE23,
OE33 — Oenku BOJOOKHMCIAIONIEro KoMiiekeca ¢ Mot maccoi 23 u 33 x/la (Wollman et al., 1999;
Amerongen, Dekker, 2003).
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B xnopomutactax 3enensix Bopopocieit (Chlorophyta) coctaB kapoTHHOHIOB MPAKTUYCCKU
TakoW jKe, KaK M Y BBICHIMX PACTE€HUI, HO HMHOTJAa JOMOJHHUTEIHHO BCTPEYAETCsl JIOPOKCAHTHH
(JTamgerrun, 2000, 2002). B 1o xe Bpems kpacHbie (Rhodophyta), ssrienossie (Euglenophyta), a
Takke Oypble, 30JI0THCTBIE, AMATOMOBBIE U JPYrH€ MOPCKHE BOJIOPOCIM (OTHOCAIIUECS K
Chromophyta) otiauyarorcst OonbIIUM pasHOOOpa3MeM KapOTHHOWAOB. £-KapoTuH (&,6-KapoTHH) B
MaJIbIX ~KOJHMYECTBaX HakammBaercs y Bogopocieir  (Cryptophyceae, Diatomophyceae,
Prasinophyceae u Chlorophyceae) (Liaaen-Jensen, 1998). Bce kapOTHHOM[IBI JIOKATHU3YIOTCS B
1acTorno0ynax WM THIAKOUJTHBIX MeMOpaHax, Tlie pacipeeiaioTcs rereporeHHo. YacTh u3 HUX
CBSI3BIBAETCS CO crielu(UIecKUMHU XJ0poduiui-6enkoBeIME KoMIuiekcamu dorocuctems! | (OC-1) u
dotocuctemsl |l (OC-II) (Wollman et al., 1999). Pactipenenenune kapoTHHOUIOB MEXTY SAPOBBIMU
KOMILUIEKCaMH peakiuoHHBIX IeHTpoB PC-I u DC-ll, a Takxke MeXAy CBETOCOOMPAIOIIMMU
nurmMenT-0enkoBeiMu Komriekcamu | u Il (LHC-1 u LHC-I) BHyTpeHHEH W BHENIHEH aHTEHHBI
¢dorocucTeM oueHb HEpaBHOMEPHO (puc. 2, 3).

[Toka3aHo, 4YTO KapoTHHBI (B OCHOBHOM OTO [-KapOTHH) TPUHUMAIOT y4YacTHE B
opranuzanuu U (GpyHKIMOHUpOBaHUK peakiroHHbIX eHTpoB ®C-1 u ®C-1lI (Nanba, Satoh, 1987,
Hashimoto, Koyama, 1990), a kcaHToduuisl — B CTPYKType M (PYHKIIMH CBETOCOOHPAIOIINX
xnopoduiui-a/b-6enkoBbix komruiekcoB LHC-1 u LHC-1I (Demmig-Adams et al., 1996; Gal et al.,
1997; Peterman et al., 1997; Amerongen, Dekker, 2003; Fromme et al., 2003; Green et al., 2003).
YCTaHOBIEHO TaKXe, YTO O-KapOTHH, KaK U [-KapOTHH, MOXET CBS3bIBATHCSI B OCHOBHOM C
peaknuonHbiMu  1ieHTpaMu DC-1 u DC-Il w ToOnpbKO B MalbIX KOJIMYECTBAX — C HX
cBeTocobuparommmMu komruiekcamu (Young, Britton, 1989).

B wccnenoBaHusx mMociaeaHUX JIeT ObUia OOHapyXeHa BakHas (PyHKIMOHAIbHAs POJIb
KapOTHHOUIOB, YUACTBYIOMINX B O0OPATUMBIX PEAKIUSAX KCAHTO(DUIUTOBBIX IUKIOB. bbITO TIOKa3aHo,
YTO B XJIOPOILJIACTAX 3YKApHOT KJIH0YeBasl poJib MPUHAUIEKUT KCAaHTO(DUIIaM BHOJIAKCAHTHHOBOIO
[UKIa (BUOJIAKCAHTHH, aHTEPAKCAHTUH U 3€aKCAHTUH), KOTOPHIE CBS3BIBAIOTCS TIABHBIM 00pa3oM
co cBerocobmparomumu xyopodumi-a/b-6enkoeiMu kommutekcamu LHC-1 u LHC-11 (Siefermann-
Harms, 1985; Thayer, Bjorkman, 1992; Lee, Thornber, 1995; Yamamoto, Bassi, 1996). DTtu
KCAaHTO(WIUTBI pacrpeiesieHbl HepaBHOMEpPHO cpenu pa3nuuHbix komruiekcoB LHC-I u LHC-II.
Cunraercs, 4ro oOOOrameHHe KapOTHHOMJAaMHU KCAaHTO(QHIUIOBOTO LUKJIA B OOJBLICH CTEMeHH
NPUCYIE MHHOPHBIM KOMITOHEHTaM CBETOCOOMpPAIONIMX XJIOpoduiI-a/h-0eTKOBbIX KOMITIEKCOB
(CP29, CP26 u CP24), obpasyroumx BHyTpeHHIOIO aHTeHHY DC-lIl (puc. 3), yeM rimaBHOMY
ceerocobupatomemy komiuiekcy DC-1I (tpumepsr LHC-II), dopmupylomeMy BHEIIHIOO
nepudepuueckyro antenny (Bassi et al., 1993; Ruban et al., 1994; Lee, Thornber, 1995; Demmig-
Adams et al., 1996; Goss et al., 1997; Verhoeven et al., 1999; Wollman et al., 1999).

B MuHOpHBIX KOMIUIEKcax Jokanu3yercs 10 80% MUIrMEHTOB KCAHTO(PHUIUIOBOTO ITUKJIA, B TO
BpeMsl Kak B cocTaB ryiaBHoro nepugepudeckoro kommiekca LHC-II Bxoaut mumb 20% 3THX
nurmeHToB (Gilmore et al., 1998). BaxxHOo OTMETHTH, YTO KCAaHTOPWILIBI HAXOISATCS B ITUX
KOMIUIEKCaX B HEMOCpPEACTBEHHOM Onm3octu K xmnopoduury. I[lomumo QorocuHTETHYECKUX
MeMOpaH KapOTMHOUIBI €CTh M B O00OJOYKAaX XJIOPOIUIACTOB, B TOM 4YHuclie OKoio 1%
BuosakcantuHa (Siefermann et al., 1978; Douce, Joyard, 1979; Joyard et al., 1998). YcraHosieHo,
9TO JIEATOKCHUIALMS BUOJAKCAHTHHA JI0 3€aKCAaHTHHA MPOUCXOIUT KaK B THIAKOUAAX T'PaH, TaK U B
THIakouaax crpomsl (Siefermann, Yamamoto, 1976).

2. Jlokanu3auus HauboJee BaKHbIX KCAHTO(PUILIIOB 3YKapuoT

Bonbuioit mporpecc B Bompocax OHOCHHTE3a KapOTHHOMJIOB ObUT JOCTUTHYT HEIABHO C
MIOMOIIIbI0 HOBBIX MOJIEKYJISIPHBIX MaHUITYJALUN, KOTOPBIE MMO3BOJIMIA Ha TE€HETHUYECKOM YpPOBHE
YacTUYHO pa3o0paThCsi B OMOCHHTETUYECKOM IYTH KCAaHTO(DUIUIOB Yy BBICIIMX PpACTeHUH H
Bojopociueit (Jlagpirun, 2002; Britton, 1998; Cunningham, Gantt, 2001). B TeueHue mocieaHero
JECATUIIETUST OBUTM KJIOHHPOBAHBI T€HbI ()EPMEHTOB, yYacTBYIOIIMX B CHHTE3€ O-KapoTuHa (J,&-
KapoTuH) u P-kapotuHa (B,B-xkapotun) (Sandmann, 1994; Cunningham, Gantt, 1998, 2001).
['maBHBIMM KCaHTOQWIIAMH, KOTOpPHIE MOTYT BCTpe4aTbCs B (OTOCHHTE3UPYIOLIUX OpraHax
pacteHuil, ABnsAOTCS JoTeuH (3,3'-TUrHapOKCH-0-KapoTHH), 3eakcaHTuH (3,3'-muruapoxcu-p-

90



KapoTUH), aHTepakcaHTuH (3,3'-aIuruapokcu-5,6-smokcu-B-kapoTuH), BuosakcaHtuH (3,3'-
TUTHAPOKCU-5,6,5',6'-nuanokcu-B-kapotun) u 9'-cis-Heokcantun (3,3'-auruapokcu-5',6'-3mokcu-f-
KapoTuH). JIFOTEUH CHHTE3UPYETCS M3 0-KapOTHHA, B TO BPEMs KakK IPYTHUE YEThIpe KCAHTO(pHILIA
SIBIISTIOTCS IIPOM3BOAHBIME -KapoTuHa (puc. 4). HenaBHo ObLIM KIIOHMPOBaHbI FeHbI 3 Arabidopsis
thaliana (Sun et al., 1996) u u3 mioxoB mepra Capsicum annuum (Bouvier et al., 1998) u
YCTaHOBJICHBl AMHHOKHUCIIOTHBIC MOCJIEIOBATEIBHOCTH [-KapOTHHOBOM THIPOKCHIIA3bl, KOTOpas
CBSI3bIBACT TUAPOKCH IPYIIITY C TPETHUM aroMoM yriieposa C3 B-HOHOHOBOTO KOJIbIIA.

JIukonuH (Y, Y-KapOTHH)

B-uuknasa
(Crt L-b)

€-yuKiasa
(Crt L-e)

yv-Kaporun (B, y-KapoTun) d-Kaporus (g, y-KapoTuH)
B-uukiasza €-1MKJ1a3a B-umknasza
(Crt L-b) (Crt L-e) (Crt L-b)
'
B-KaporuH (B, B-Kaporun) e-KapotuH (g, e-Kaporun) o-Kaporus (B, e-Kaporus)
B-rugpokcuiasa B-ruppokcunasa (Crt R-b)
F (Crt R-b) e-ruipokcunasa (Crt R-e)
3€aKCE{HTHH ( HEO'IF‘CHH
3MoOKcUaasa AE3MOKCUa3a 3MoKcHaasa JIe3anoKcHuaas3a
(Zep 1) (Vde 1) 6< (Zepl) (Vde 1)
AHTepaKCaHTHH a JIxoreuH-5,6-31M0KCH/
3MOKCHU/Ia3a AE3MOKCUa3a \
(Zep 1) (Vde 1)
BuonakcaHTuH ( JIuaTOKCAaHTHH
HEOKCAaHTUHCHHTAa3a 3MOKCHJa3a AE3MOKCHaa3a
(Ney 1) 6<  (Zep ) (Vde 1)
HeokcanTun (Chlorophyceae) JIHaquHOKCAHTUH
— “ - AN
BowiepuakcaHTuH D YyKOKCAHTUH [NepupuuuH AJNOKCAaHTHH
(Eustigmatophyceae, (Chrysophyceae, (Dinophyceae) (Cryptophyceae)
Xanthophyceae) Diatomophyceae,
Fucophyceae,
Haptophyceae, 'eTepokcaHTHH
Raphidophyceae,) (Euglenophyceae)

Puc. 4. Ilyrn 6uocuHTE3a OCHOBHBIX KapOTHHOMIOB B XJIOpOILJIacTax 3ykapuoT. [TokazaHo
TPU THMA KCAHTO(DMIUIOBBIX LHKIJIOB: BHOJAKCAHTHHOBOTO (&), JIFOTEHUH-5,6-3MOKCUIHOTO (6) |
A TUHOKCAaHTHHOBOTO (6). B HW)KHEH YacTH CXeMBbI TEpPEYHCIICHB OCHOBHBIE KCAHTO(HILIEI,
BBITOJIHSAIOIIME CBETOCOOMPAIONIYI0 (DYHKIIMIO y pa3HBIX TaKCOHOB Bonopocien (Jlamsirun, 2002,
2014; Macpherson, Hiller, 2003; Scheer, 2003).
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C nomomipio pepMeHTa B-TUAPOKCHIIA3bI TOKA3aHO MPEBPALICHUE YHI0TEHHOTO -KapoTHHA
JI0 3€aKCaHTHHA Yepe3 MPOMEKYTOUHOE COCMHEHHE -KPUTITOKCAHTUH (3-THAPOKCH-[-KapOTHH) Y
Arabidopsis thaliana.

Y BeIcIIMX pacTeHHMi W 3eneHblx Bogopociein (Chlorophyta) 3eakcantun BHauanme
SMOKCUJIUPYETCS /10 5,6-MOHORMOKCHJA aHTEepaKkCaHTHHA, a 3areM 10 5,6,5',6'-ausnokcuaa
BHOJIAKCAHTHHA C TTIOMOIIBIO (DepMEHTa 3€aKCAaHTHHOBOW 3MMOKCHIa3bI (pUC. 5), JIOKAIM30BaHHOW Ha
BHelHel cTopoHe memOpanbl Tuinakounna (Hager, Holocher, 1994). I'eneTndeckue uccieqoBaHus
Ha mytanrax Arabidopsis thaliana (Rock, Zeevaart, 1991), Nicotiana plumbaginifolia (Marin et al.,
1996) u 3enenoit Bogopociu Chlamydomonas reinhardtii (Niyogi et al., 1997a, b) nokasanu, uto
3TH OpPraHU3Mbl COJIEP’KaT TOJBKO OJWH TeH Zep 1, KOTOpbIi OTBETCTBEHEH 3a AMOKCHAA3HYIO
peakiuio Kak B OMOCHMHTE3€ aHTEpAaKCAaHTMHA W BUOJIAKCAHTHHA, TaK M JIOTEUH-5,6-3MOKCHAa H
M IUHOKCAHTHHA B APYTrUX KCAaHTOPHIUIOBBIX IuKiIax (puc. 4, a—6) (Demmig-Adams et al., 1996;
Bungard et al., 1999; Lavaud et al., 2002).

CO,

Cmoko3a
ATP

719
NADP* [NADPH + HY &! 3eakcaHTHH- NADP*

3MOKCHAa3a

Crpoma

BuonakcaHTHH-
Me3NnoKcHaasa

Puc. 5. Jlokamuzammsi ¢epMeHTOB B MeMOpaHax THJIAKOUIOB: BHOJAKCAHTHHOBOMW
JIEATIOKCUIa3bl B HEAKTUBHOM (A) W aKTUBHOM (b) COCTOSIHUSIX UM TIPOYHO CBS3aHHOM
3eaKCaHTHHOBOM smokcuaassl (B) (Hager, Holocher, 1994).

B BuonakcantuHOBOM IuKkie (puc. 4, a), JOKaJU30BaHHOM B THJIAKOHJHBIX MeMOpaHax
XJIOPOIIJIACTOB, B YCIOBUSAX M30BITOYHOI'O OCBEIIEHUS BHOJAKCAHTHH OBICTPO JEINOKCUIUPYETCS
70 aHTepakcaHTHHa W 3cakcantuHa (Goss et al., 1998) ¢ momormpio kogupyemoro rerom Vde 1
(dbepMeHTa BUOJAKCAHTUHOBOW JIEAMOKCUAA3Bl (pUC. 5), KOTOpas JOKaJIMW3yeTcs B JIIOMEHE Ha
BHYTpEHHEH cTopoHe MeMOpaHbl Tuiiakouaa. Ee MakcumanbHas akTUBHOCTh Habmomaercs npu pH
5.2, anpu pH 6.5 u BbIlIe OHA CTAHOBUTCS HEAKTUBHOW. B TeMHOTE 1 mpu c1aboii MHTEHCUBHOCTH
CBETa 3€aKCAaHTHH TMpeBpallaeTcsi OO0paTHO B BHOJAKCAHTHUH C IIOMOIIbIO 3€aKCaHTHHOBOMU
snokcuaaszel (Hager, 1980; Hager, Holocher, 1994). T'en Zep 1, komupyroumii 3eakCaHTHHOBYIO
ATMOKCHIa3y, ObUT BhIEIEeH U uaeHTH(uIupoBaH B ucThsax Nicotiana plumbaginifolia, Arabidopsis
thaliana (Marin et al., 1996) u B mmonax nepua Capsicum annuum (Bouvier et al., 1996). ITonyueHo
JI0Ka3aTeNbCTBO, UYTO 3€aKCAaHTHMHOBAs SIOKCHAA3a, MPUKPEIUIEHHas K BHEUIHEW CTpoMabHOM
CTOpOHE THUJIAKOUIHON MEeMOpaHbl, CTAHOBUTCS MAaKCUMaJIbHO (DYHKIIMOHAIBHO akTHBHOHN mpu pH
7.5 (Siefermann, Yamamoto, 1975a; Hager, Holocher, 1994). [lony4yeHnHas ¢ moMoIibpi0 TeHHOM
WHXXEHEPUU OYUIICHHAs 3€aKCAHTHMHOBAs 3IMOKCHAa3a M3 IUIOJOB IEplia YYaCTBYET B PEAKIUAX
TOJIBKO C KCaHTO(WIJIaMH, UMEIOUIMMH THAPOKCHIIbHYIO TPYNNy y TpeThero aroma yrieponaa C3
wi C3' HOHOHOBBIX KOJIEll, MOJYyYeHHbIX U3 [-KapoTWHa, T.. C [-KPUNTOKCAHTHHOM,
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3€aKCaHTHHOM WJIM aHTEPaKCAaHTUHOM, HO HE MCIIOJB3YeT Kak cyocTpar cam P-kapotun (Bouvier et
al., 1996). MyraHTbl ¢ HapymieHUsIMA B reHe Zep 1 3eakCaHTHMHOBOW SIMOKCH]Ia3bl HaKAIUTHBAJIH
OO0JIBIIIOE KOJHUYECTBO 3€aKCAaHTHHA, HO HE MOTJIM CHHTE3UPOBATh aHTEPAKCAHTHH M BUOJIAKCAHTHH
1 ObUTH Ae(DHUIIMTHBI KaK [0 STHM MMATMEHTaM, Tak U 1o HeokcanTHHY (Rock, Zeevaart, 1991; Marin
et al., 1996; Niyogi et al., 1997a, b). DTu pe3ynpTaThl MOATBEPAWIN OOJIeE paHHEE MPEIIOI0KECHHE
O TOM, YTO BHUOJIAKCAHTHH SIBJISICTCS TIPSMBIM TPEANICCTBEHHUKOM HeokcaHTHHA. OHaKo GepMeHT
HEOKCaHTHHOBass cuHTaza (reH NCYy), karanusupyoomuii oOpa3zoBanue trans- wmum 9'-cis-
HEOKCAaHTHHA M3 BHOJIAKCaHTHHA, ObUT MacHTH(uUIMpoBaH nunib HemasHo (Al-Babili et al., 2000;
Bouvier et al., 2000).

B otmuune ot xmopodumi-a/b-comnepkaimmx 3ei1eHbIX Bogopociei u3 otaena Chlorophyta
(Liaaen-Jensen, 1998) cpeau MOPCKUX U OKEAHUYECKHX XIJIOPOPHILI-a/c-CoepKaIINUX BOAOPOCIIEH,
otHocsmmxcst K ormeny Chromophyta (Christensen, 1989; Liaaen-Jensen, 1998), MoxHO
OOHApYXXUTh 3HAUUTENbHO Oojee pPa3HOOOPa3HbI HAa0Op KApOTHHOWIOB, B OCHOBHOM
npou3BoaHbIX B-kaporuHa (Bjornland, Liaaen-Jensen, 1989). M3 nHux cimemayer 0cob0 OTMETHTH
KCaHTO(MUJUIBI, COJACPIKAIINE aJUVICHOBYIO WJIM AlleTUJICHOBYIO TPYIIY. DTO CBSA3aHO C TEM, YTO
HaJu4he aUICHOBOW TPYMIBI YacTO XapaKTEPHO JJIs CBETOCOOMpAIomuX KcaHTOGUILIOB (puc. 4),
TakuX Kak (QykokcaHtTuH Yy auatomoBbix (Diatomophyceae), Oypeix (Fucophyceae, wnu
Phaeophyceae) u rantoduroBeix (Haptophyceae, wumu Prymnesiophyceae) Bomopoceii,
nepuauauH y  guHo(uareisat  (Dinophyceae) wnm  BolepuakCaHTHH y  KCAHTO(MHUTOB
(Xanthophyceae) (Anderson, Barrett, 1986; Wilhelm, 1990; Bjornland, Liaaen-Jensen, 1989).
AlnleTriieHOBas Tpymna OOHAapy)KeHa y TaKMX KapOTHHOWIOB, KakK JIMATOKCAHTHUH, €ro 5,6-
MOHOATIOKCH/T IMAIMHOKCAHTHH, FTeTEPOKCAHTHH Yy 3BIIIeHOBBIX (Euglenophyceae) u amiokcanTus y
kpunropuroBeix (Cryptophyceae) (puc. 4). YV MOpCKUX U OKeaHMYECKHX XJopoduui-alc-
COZepKAIINX BOJOPOCIICH, TaKWX, KaK TUATOMOBBIC, Oypbie, IUHOGDIArewisThl, rantopuThl U
KCaHTO(MUTBI,  PEAaKIMd  B3aMMONPEBPALCHUN  JIUAJWHOKCAHTHHA M  JIMATOKCAHTHHA
OCYIIECTBISIIOTCS TIPU (YHKIIMOHUPOBAHUH JHAIMHOKCAHTHHOBOTO HUKIA (pUC. 4, 6), KOTOPBIA
SIBJSICTCSl albTEpHATHBOW BUONakcaHTHHOBoMy wukiny (Hager, 1980; Bjornland, Liaaen-Jensen,
1989; Liaaen-Jensen, 1998; Al-Babili et al., 2000; Bouvier et al., 2000). B nanbHeiitiem ObLTO
YCTAHOBJICHO, YTO y MOPCKHX BOJOPOCICH B ONPEACICHHBIX YCIOBUSAX 00a 3TH IUKJIA MOTYT
¢dbyakuronuposath ogHoBpeMeHHo (Lohr, Wilhelm, 1999, 2001).

Y Bomopocieii ObLI KJIOHHpOBaH TOJMbKO oauH reH Crtl-b (mukonuH-B-1uiknasern),
KOHTPOJUPYIOIU oOpa3zoBanue [P-kaporuHa kak y xmopodumr-a/b- (Chlorophyta), tak u y
xnopodmut-alc-conepxanmx (Chromophyta) sykapuor. B 00oux ciydasx peakuuu, BEAyIIHE K
CUHTE3y [-KapoTwHa, KaTanu3upyeT depMeHT nukonuH-fB-mmkinaza (Scheer, 2003). B tedenwue
JUTATEIILHOTO BPEMEHH HAIll B3TJISIT HA KCAHTO(PHUIUIOBBIA CHHTE3 Y 3TUX BOJOPOCIICH OCHOBBIBAJICS
OoypIIe 4YacThl0 HAa XEMHUCHCTEMATHYECKHX COOOPaKEHHSIX, KOTOpBhIC MpEIIoiaraid, dYTo
BUOJIAKCAHTHH SIBJSCTCS OONIMM  TPEINICCTBEHHHMKOM BCEX KApOTHHOWOB, COJCPKAIIMX
aJUICHOBBIe WM arneTuieHoBbie Tpymmsl (Milborrow, 1982; Bjérnland, Liaaen-Jensen, 1989;
Jlageirun, 2000, 2002). HenmaBHO ynanoch NOATBEpAUTh ATy THUMOTE3y, IOKa3aB, UYTO ¥y
JMAaTOMOBBIX, OYPBIX M JIPYTHX BOJOPOCICH, 00IaqaronX ITUaJUMHOKCAHTHHOBBIM IIMKIIOM, TIPH
ONTUMAJILHBIX YCJIOBUSIX OCBEIICHUS TAK)KE COJICPIKATCS B OYCHDb MAJIbIX KOJMYECTBAX MUTMEHTBI
BUOJIAKCAaHTHHOBOTO IKiIa. OHAKO, KOr/ia OBICTPOpACTyIIUE aJalTHPOBAHHBIC K CTa0OMY CBETY
BOJIOPOCITH TOABEPrajid Pe3KOoil CMEHE MHTEHCHMBHOCTH OCBEIICHHS B TEUCHHUE HECKOJBKHX YacOB,
OHU HAKaIUTMBAIHM 3HAYUTEIHHBIC KOJUYECTBA KCAHTOPHMIUIOB BHOJAKCAaHTHHOBOTO Imkia (Lohr,
Wilhelm, 1999, 2001). [letanbHble HCCIEAOBaHUS Ha IuaToMoBOM Bomopociu Phaeodactylum
tricornutum moka3saJiy, 4TO BUOJAKCAHTHH SIBJISICTCS] TIPOMEKYTOUHBIM COCAMHEHUEM B OMOCHHTE3¢C
muaguHokcanTrHa (Lohr, Wilhelm, 1999). JIpyrue aBtrops! (Goericke, Welschmeyer, 1992), ucxons
13 DKCIEPUMEHTOB Ha JMaTOMOBOM Bomopocau Thalassiosira weissflogii, mpenmomoxkumum, drto
JMAaTUHOKCAHTHH B CBOIO OYEpeb MOXKET CIYKUTh MpeaiecTBeHHUKOM (ykokcantuna (Lohr,
Wilhelm, 1998, 1999). Illupokoe pacmpoctpaneHne BuojakcanTtuHa y 3eneHsix (Chlorophyta) u
useTHbIX (Chromophyta) Bogopociieit HAaBOAUT HAa MBICIIb O TOM, YTO OMOCHMHTETHYECKHIT TyTh OT [3-
KapoTHHA JI0 BUOJIAKCAHTHUHA Y HUX OJMHAKOB.
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HccnenoBanusi OMOCHMHTETHYECKOTO MYTH KCAaHTO(MIUIOB y JAMAaTOMOBOW Bojopociu P.
tricornutum, HaurHas OT J-KapOTHHA J0 BUOJAKCAHTHHA, MO3BOJIMIN: 1) HACHTU(DHUIIUPOBATH YHCIIO
MOTEHIMAJTBHBIX TPOMEXYTOYHBIX COEAMHEHUH Ha TYTH 10 BHOJIAKCAaHTHHA, 2) H3y4YHUTh
MOCJIEI0BATEIBHOCTD MPEBPALICHHS] TUTMEHTOB OT BUOJAKCAaHTHHA 10 (YKOKCAHTHUHA, IPEIOKHUTh
MaTeMaTHYECKyI0 MOJETIb IyTed KapOTMHOMIHBIX B3aUMOIIPEBpAIEHUH Yy JIHATOMOBBIX
BOJIOpOCJEH, mpeArnosaras, 4To OMOCHUHTE3 BUOJIAKCAHTHHA Y HUX UJAET 10 TOMY K€ MYTH, KaK Y
3eNIeHBIX Bojiopociiel u Beicinx pactenuid (Lohr, Wilhelm, 1999, 2001).

Kpome Toro, MHTEpecHO OTMETUTh, YTO B Ipoliecce OMOCHMHTE3a BUOJIAKCAaHTHMHA M3 [3-
KapoTUHA ObUTH MISHTH()ULIMPOBAHBI J]Ba BO3MOXKHBIX TPOMEKYTOUHBIX COCTMHEHNUS, @ UMEHHO, [3-
KPUNTOKCAHTHH U [-KPUNTOKCAHTHUH-5,6-3mokcua. Ha cunmbHOM cBeTy HakarummBaeTcs [3-
KPUNTOKCAHTHH, a Ha ciaboM mpeoOnagaer [-KpUNTOKCAHTHUH-5,6-3mokcua. Bo3moxHO, Tak
MPOUCXOJUT B pe3ylbTare TMOBBIIMIEHHOM AaKTUBHOCTHM Ha CHJIBHOM CBeTy (epMeHTa
BUOJIAKCAaHTHHOBOHN JesnoKcuaassl. Ilpeamnonoxenue, 4To 3eaKCaHTUH SBISIETCS 00sS3aTeNbHBIM
MIPOMEXYTOUHBIM COEAMHEHHEM B CHHTE3€ BHOJAKCAaHTHHA, MIPUBOJIUT K OOJBIINM PACXOXKICHUSIM
MEXIy W3MEPEHHBIMH M PACCUUTAHHBIMU CKOPOCTSMH €ro SMOKCHIAllMM Ha ciabom cBery. B
YCIIOBUSIX €1a0Oro cBeTa BMECTO 3€aKCaHTMHA B OMOCHHTE3 BHOJAKCAHTUHA Yy JHAaTOMOBBIX
BOJIOPOCTIC  MOXET OBbITh BOBJIEYEH [-KPUNTOKCAHTHUH-D,6-3MOKCHA, KOTOPBIH  MOXKET
MpeBpalIaThCs cpa3zy B aHTEPAKCAHTUH, MUHYS CTaIUI0 CHHTE3a 3€aKCaHTHHA.

JHns Phaeodactylum tricornutum u Cyclotella meneghiniana Obutn onpeneneHbl KHHETUKA
HECKOJIbKUX 3TanoB mpeBpamenus kcantodpwmwioB (Lohr, Wilhelm, 2001). DxcnepumeHTanbHO
OTIpeJIeIEHHbIE CKOPOCTH TPEBpAIleHUs] KCaHTO(UIUIOB ObUIM HCHOJB30BAHbI JJISI  OLIEHKU
TUIMOTETUYECKOT0 MyTH UX CUHTE3a Y AMaTOMOBBIX Bojopociei. [{is oot nenu Obuia pazpaboTtana
MaTeMaTHYecKasi MOJIeNb, KOTOpas MO3BOJIMIIA PACCUUTATh TEOPETUUECKHE CKOPOCTH MPEBPALICHHUS
MUTMEHTOB i1 MUKPOBOJOpOCIEH Mpu CTaOUIIBHBIX YCIOBUAX OCBelleHUS M pocta. CpaBHEHHE
M3MEPEHHBIX M PACCUMTAHHBIX CKOPOCTEH MpEBpAIlCHUs MUTMEHTOB XOPOIIO COIjlacyercs ¢
MpeinoyiaraeMbIM CHHTE30M (PYKOKCaHTHHA Yepe3 BUOJIIAKCAHTHH.
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I'IABA VIII

YYACTHUE KAPOTHHOHNJ0OB B ®OPMHUPOBAHHUU I'/TAZHOI'O ITATHA U
POTOTAKCUCE CHLAMYDOMONAS REINHARDTII

TunuyHBIM  MPEACTaBUTENEM 3€J€HBIX MHKpoBogopociein sisercss Chlamydomonas
reinhardtii. XXryrukoBble OJHOKJIETOYHBIC 3€JICHBIE BOJIOPOCIU O00JaJa0T (POTOTAKCHYECKUMHU
CIIOCOOHOCTSIMH M 00pa3yloT CHeNH(PUIYSCKYI0 OpraHeJuly XJIOPOIUIaCTOB — TJIA3HOE TISITHO
(eyespot), yacTo Ha3bIBaeMOE€ TJa3KOM WIH CTUTMOH. CTPYKTYpHO OHO COACPKHUT OJWH WU
HECKOJIbKO (0OBIYHO 2-3) CJI0€B reKCaroHaJbHBIX MJIOTHO YITAKOBAHHBIX OOTaThIX KapOTHHOUIAMH
JMIUAHBIX TII00YJ, JOKaIM30BaHHBIX BHYTpH xyoporutacta. Y Chlamydomonas reinhardtii, xax
MPaBWJIO, OHO pAacIioyiaraeTcs HEMOCPEICTBEHHO IMOJ 00O0JIOUKOW XJIOpOIUIacTa, KOTopas IUIOTHO
mpuieraeT K IuiasMoMeMOpane, Ho He ciuBaercs ¢ Hed (CemenoBa, Jlageirun, 1975; CemeHoBa,
1978; Inwood et al., 2008). B cBeTOBOI MHUKPOCKOII IJ1a3HOE MATHO (€yespot) WiIM CTUTMY MOXHO
BUJICTh KaK JKEJITYI0, OPAHXKEBYIO MJIM CBETJIO-KpacHyIo Touky miM nsaTHo (Kreimer et al., 1992;
Inwood et al., 2008). Buauasne momaraau, 4To TJIa3HOE IMSATHO COCTOMT TOJIBKO U3 2—3-X CIIOEB
JTUNUIHO-KaPOTUHOUIHBIX THo0yn. OnHako B XOA€ JAJIBHEUIINX HUCCICIOBAHHWA  OBLIO
YCTaHOBJICHO, YTO JIMMHIHBIC TI00YIIBI CHAPYXKU OKPY)KEHBI O0eIKOBbIMU MeMOpanamu (CemMeHOBa,
1978), xotopbie GOpMHPYIOTCS B MPOLECCe PA3BUTHUSA TJA3HOIO IISITHA BHYTPH XJIOPOIUIACTA.
OObpazoBaHue THUJIAKOUJOB M TJIa3HOTO MATHA OOBIYHO MPOTEKAET MOYTH OAHOBpeMeHHO. Kaxkibiii
13 2-3 CIOEB JTUMHUIHO-KAPOTUHOUIHBIX TJI00YN TJIa3HOTO IMATHA pAaCIojiaraeTcs Ha OJHOM U3
tunakounoB (CemenoBa, Jlamerun, 1975; Foster, Smyth, 1980; Melkonian, Robenek, 1984;
Nultsch, Hader, 1988).

[Tonyyennbie Hamu paHee nurMmenTHeie MyrtanTel  Chlamydomonas  reinhardtii
MPEJICTABIISIOT OTPOMHYIO IIEHHOCTh, KaK JJIs HIeHTUDUKAIUN (POTOPEHENnTOPHBIX MTUTMEHTOB, TaK
U JUTs aHAJIU3a CTPYKTYPHI U GyHKIMH Taa3Horo natHa (Jlageirus, 1970, 1991).

B oxHoil U3 crateil Mbl 0OpaTWiIM BHMMaHUE HAa OYEHb MHTEPECHBIH (akT, yTo 001acTh
MaKCHMaJbHOW CHEKTPaJIbHOM YyBCTBUTENBHOCTH (hOTOTaKcHca AJis TJA3HOTO MsTHA MYyTaHTa
CC1101 ey, mt(-) Obuia cMmemieHa B KOPOTKOBOJHOBYIO YacTh JUIMH BOJH B CPaBHEHHUU CO
mTamMmMoM Jukoro Tuna (CuHemekoB u ap., 1989). DTu maHHbIe MO3BOJWIM HAM MPEITOIOKHUTH,
9TO CMEIIEHHEe MakcuMyma (POTOTakchca MOXKET OBITh OOYCIOBJICHO HM3MEHEHHSIMH COCTaBa
KapOTHMHOMJOB Kak B MeMOpaHax XJIOpOIUIacTOB, TaKk M B II0Oyjax Tria3Horo mstHa. Hac
3aMHTEPECOBAJl BOMPOC: MOKET JIH U3MEHSTHCS Y MyTaHTOB COCTaB KApOTHHOU OB TJIA3HOTO TISITHA,
TaKk X€ Kak M B MeMOpaHax xjoporactoB? C IeNbl0 MPOBEPKH 3TOTO MPEANOJIOKEHHUS, MBI
NPOBEJIM UCCJICIOBAaHMs COCTaBa MMTMEHTOB IJIa3HOTO IMsATHA Ha cepun mytanToB Chlamydomonas
reinhardtii, ¢ u3MeHEHHBIM COCTAaBOM KapOTHHOWIOB B MEMOpaHaxX XJIOPOIUIACTOB, MOJYYECHHBIX
Hamu pannee (Jlagpirun, 1991).

B manno# paboTe MBI CTaBWIM Tepesl cO00M nBe 3amauyn: | — U3yduTh OMOTEHE3 TIIa3HOTO
MATHA OT O0Opa3oBaHUS TMEPBBIX IJIOOYT JO pa3BUTHS MaKCUMAalIbHO CTPYKTYPHUPOBAHHOM
OpraHesuibl; 2 — YCTAHOBUTh COCTaB KAPOTHMHOUIOB B TJ100yJIaxX TJIA3HOTO MATHA UCXOJHOTO TUKOTO
mTaMMa ¥ BIEPBBIE C TOMOIIBI0 MYTAaHTOB JOKa3aTh BO3MOXXHOCTHh JKCIIEPUMEHTAIBLHOTO
M3MEHeHHUs ux cocraBa. O6e 3a7auu MOXKHO ObUIO PEMIUTh TOJIBKO C UCIIOJIb30BAHUEM IMUTMEHTHBIX
MYTaHTOB OT O€NbIX 0 TEeMHO-3€JICHBIX, B MEPBOM cCllydae, a TakkKe MYTaHTOB C M3MEHEHHBIM
COCTaBOM KapOTHHOHUOB B MeMOpaHaxX XJIOPOIUIAaCTOB BO BTOpoM. Hamwume Oosbmioro Habopa
00OMX THUIIOB MYTaHTOB, MOJNy4YeHHbIX Hamu panee (Jlagpirun, 1991), mo3Bonmiio Ham pemuTh 06e
3a1a4i. Mbl YCTAaHOBMJIM BCE ATAllbl PA3BUTHS TJIA3HOTO IMATHA U BIEPBBIE MOKA3aJIM BO3MOXKHOCTD
IKCIIEPUMEHTAILHOTO U3MEHEHHUSI COCTaBa KaPOTUHOMIOB B TIIOOYNIAaX TIa3HOTO MSATHA Y MYTaHTOB
Chlamydomonas reinhardtii.
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1. ®opmupoBaHue yJIbTPACTPYKTYPbI IVIA3HOTO MSATHA

bnaromapss crmocoOHOCTM K TEMHOBOMY CHHTE3Yy Xjopoduiuia M KapOTHHOHJIOB, B
XJioporiactax kietok aukoro tura Chlamydomonas reinhardtii, Bcerna HaGnromaeTcst xoporiee
pa3BuTHEe MEMOpPaHHON CHCTEMBI U TJIA3HOTO MTHA, KaK Ha CBETY, Tak U B TeMHoTe. [loaTomy, aiis
TOTO YTOOBI U3YUUTh PA3TMYHBIC dTANbl (DOPMHUPOBAHHMSI TTIA3HOTO MSITHA U MEMOPaH XJIOPOTUIACTOB,
HE0OXO0MMO OBLIO MCKYCCTBEHHO OJIOKMPOBATh HA paHHMX JTamax OMOCHHTE3 MUTMeHTOB. C 3TOi
[IEJII0 METOJIOM MyTareHe3a HaMy ObUIM TOJYYeHBI Oellble, JKeNThle, CBETJIO-3€JICHbIe U TEeMHO-
3enenbie MyTadThl (JIagpirun, 1970, 1991).

C nomomrsio Genoro myranta b-1, He comepskamiero Hu Xjopoduiia, HI KapOTUHOUIOB,
HaM yAajnoch OOHapYyXHUTh caMble TepBbIE ATanbl Hayana (GOPMUPOBAHUS TJA3HOTO MATHA. Tak y
mytanTa b-1 Obp10 OOHApyXEHO TJIa3HOE IISATHO, COCTOAIIEe BCEro M3 2-3-X JIMIUAHO-
KapOTHHOMAHBIX TJIOOYH (puc. 1, a), a y CBETOUYBCTBUTEIBHOTO TIOUYTH BECHh MEPBBIN Psi TII00YIT
(puc. 1, 6).

MpbI monydusid TPU THUMA KENTHIX MyTaHToB. MyrtanT JK-1 — JKenTelii B TEMHOTE W
3€JICHEIOUINI Ha CBETy MOJO0OHO BhICIIMM pacTeHusiM. Myrtant K-3 — 3eneHblii B TEMHOTE U
(EeHOTUITUYECKH KENThII Ha CBETY. DTOT MYTAHT TEPsUT XJIOPOPUILIT HAa CBETY TOJILKO MPU TOCTYIE
O,. IIpu moceBe ke UII0H YKOJIOM BHYTPbH CTONOMKa arapa, MyTraHT JK-3 W Ha cBeTy ocTaBaJiCs
3eNeHbIM, T. €. (QoToAecTpyKIMs U oOecuBeuyMBaHUE ObUIM TOJNBKO Mpu goctyrne O, Ha CBETY.
MyrtanT X-4 mocTossHHO OBLT KENThIM, KaK Ha CBeTY, Tak U B TeMHOTe (CemeHoBa, Jlanpirun, 1975;
Jlageirun, 1991). MccnenoBanue >KeNThIX MYTAHTOB IOKa3ajo, YTO CTENEHb Pa3BUTHS TJIa3HOTO
MATHA Y€TKO KOPEIUPYET C COAepKaHUEM KapoTHHOUIO0B. Hannuune uim oTcyTCTBHE XJI0poduiiia u
COOTBETCTBYIOIIAsl CTENEHb Pa3BUTUS MEMOpPAaHHOW CHCTEMbI, B MEHbILIEH CTENEeHH BIUSAJIO Ha
dbopMupOBaHHE TIA3HOTO TMATHA. [IpakTHYecku BO BCEX BapHaHTaX B XJIOPOIUIACTAX IKENTHIX
MYTaHTOB MbI HaOJII0JaJIN IOCTATOYHO XOPOILO Pa3BUTOE TJIa3HOE MATHO, KaK MPaBUIIO, COCTOSIIEE
U3 IBYX psAnoB Tio0yn (puc. 1, ). Y HUX HaONIOAANU TOJIBKO HadallbHBIE 3TaIlbl (P OPMUPOBAHHUS
TUJIAKOUJIOB.

B rpynme cBeTio-3eneHBIX MYTaHTOB, C Pa3IMYHBIM COAEP)KAaHUEM M COOTHOILICHHEM
xmopopuuioB  “a” w “b”, HO HaKAIUIMBAIOMIMX MPAKTHYECKH TO JKE€ CaMOe KOJHUYECTBO
KapOTHHOUJIOB, YTO M Yy KEIThIX MYTaHTOB, Mbl HAOMIOANH y HUX OJIM3KUH ypOBEHHb Pa3BUTHS
[JIa3HOTO MATHA, HO C XOPOIIIO Pa3BUThIMHU THJIaKOHIaMu (puc. 1, 2).

B knerkax aukoro tuna K(+), kak npaBuiio, Habm0a10ch GOPMUPOBAHUE TIA3HOTO IATHA,
COCTOSIIIETO0 U3 JABYX—TpPEeX pSNOB JIMIUIHO-KAPOTUHOUAHBIX TJ0OYyJ, B 3aBUCUMOCTH OT
HAKOTUICHHS MUTMEHTOB (puc. 1, 0).

OnHako y TeMHO-3€JIeHOro MyTaHTa -8, HakamumBaromiero B 2—3 pasza Oouibllie, 4eM B
KOHTPOJIE KapOTHHOUIOB U XJIOPOPHILIOB, INIA3HOE MSTHO MOTJIO (POPMHUPOBATH /10 YETHIPEX PAIOB
ro0yn (puc. 1, e), uto 6610 OOHAPYKEHO BIIEPBEIE.

Takum oOpa3om, Onarojmapsi cepuM NHTMEHTHBIX MYTAaHTOB HaM BIIEPBBIC YIaJIOCh
YCTaHOBUTH BCE paHHHE ATanbl OuoreHeza (opMUpOBaHUS TJa3HOro miTtHa. Kpome Toro Obuio
M0Ka3aHo, YTO CTENEHb PA3BUTHUS TJIO00YN IJIA3HOTO MATHA XOPOILIO KOPENIHUPYET ¢ HAKOIJICHHEM
KapOTHUHOHUJOB U B MEHbBIIEH Mepe 3aBUCHUT OT cojepxaHus xjopodwmuios. [Ipuuem, Omarogaps
MyTaHTaM, MBI BIIEPBbIC U3YYHUIIU OMOTEHE3 TTIa3HOTO MATHA OT 2—3 mo0yn 10 ¢hopMupoBaHus 4-X
PAAO0B JTUMUIHO-KAPOTUHOUIHBIX TJI00Y Y TEMHO-3€JI€HBIX MYTaHTOB.

[Tocne ¢ukcanmuu TIIyTapoOBBIM adbACTUAOM OBLJIO YCTAHOBJICHO, YTO Ka)aas JUIUIHO-
KapoOTHHOMAHAS TJI0Oyna OKpykeHa OenkoBoii MemOpaHoit (CemenoBa, 1978). OOHapyXHTh
HJIMYMEe MeMOpaHbl BOKPYT TJ00YJ IJIA3HOTO MSATHA MOXKHO PAa3MUYHBIMU Croco0amu: JHOO
¢dukcanyen 0EIKOBBIX KOMIIOHEHTOB MeMOpaH III0Tap-albAeruI0M U MOCIeAYIoel dKCTpaKkuen
JUMHUI0OB M TUTMEHTOB JTAHOJIOM M aIlETOHOM B IIpolecce OO0E3BOKUBAHHS OOpas3loB IS
ANEKTPOHHOW MHKpOCKONUHU. B 3TOM ciydae Mbl HaOMIOAANM OCTaBIIMECS OKPYIJble OEIKOBBIE
KOMITOHEHTHI, OKpPYKaBIITUE TI00YIbI I1a3HOro natHa (puc. 2, 6). JInbo xorma ans GUKCAlUU MBI
Opanu oueHb cTapbie (6omee 30 cyTOK pocTa Ha CBETY) KJIIETKH, B KOTOPBIX UMeJIa MECTO YaCTUUHAS
Jerpafalus JUMHIHO-KapOTHHOUJHBIX KOMIIOHEHTOB XJIOPOIUIACTA U TIIA3HOTO MSITHA.

99



)),

o

Puc. 1. YiueTpacTpyKTypHas OpraHu3alis TJIa3HOTO IATHA Ha IMOMEPEYHBIX Cpe3ax B XJoporuractax MyTaHtoB: Oemoro b-1 (a), Gemoro
CBETOYYBCTBHUTENbHOTO b-3 B TemHOTE (0) 1 )xenroro XK-4 Ha cBety (8), cBeTiio-3eneHoro myranra C-48 (e), kierok mukoro tuna K(+) (0) u myranTa
T-8 (e) na cBery. YBenuuenue: a, 6, 8, e — 80000x, 2, 0 — 100000x%.
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Puc. 2. YupTpacTpyKTypHasi opraHu3aiys TJa3HOTO IISITHA HA TONEPEYHBIX cpe3ax MOcie
TIIyTap-OCMUEBOM (@) U TITyTapoBol (ukcanuu (6), a TakKe Ha MPOJOJIBHBIX Cpe3ax IOcIe riryTap-
OCMHEBOH (6) W TiyTapoBoi (ukcaruu (2) kiIerok aukoro tuna K(+) Ha cBery. YBenuueHue:
x100000

B pesynbrare Mbl HabmIOqA)IM pa3pylIeHHEe BHYTPEHHEH CTPYKTYPHI TJI00YI II1a3HOTO MATHA
U COXpaHEHHE OKPYXKAIOIMX WX OeIKoBbIX MeMmOpaH. IIpu sTomM dopma okpykarommx MeMOpaH
MOJIHOCTBIO COXpaHsIa KOHTYPHI BCEX PsiioB riao0yn ria3Horo natHa (Cemenosa, 1978; Jlagpirus,
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CemenoBa, 2013, 2014). Cnenyet 0co00 OTMETUTH, YTO Ha MOMEPEUYHBIX Cpe3ax II00YyIbl IIa3HOTO
[ATHA KMEIOT OKPYIJIYIO WM OBasibHYI0 hopMmy (puc. 2, a, 0).

B ToO e Bpems Ha MPOJOJBHBIX Cpe3ax TJIa3HOro MATHA (pHUC. 2, 8, 2), OCOOCHHO IMOocie
AKCTPAKINHU JINITHIHO-KAPOTHHOUTHBIX KOMIIOHEHTOB, XOPOIIO BHUIHO, YTO BHYTPH KaXJIOTO CIIOS
ro0ys ria3ka MeMOpaHbl UMEIOT YETKYIO0 FeKCaroHaJlbHYIO0 CTPYKTYpY (puc. 2, 2). IlpononbHsblii
cpe3 (BUA CBEpXY) IVIA3HOTO IATHA MO CBOEGH CTPYKTYpe HAllOMHHACT CTPYKTYPY IMUYEITHHBIX COT
(JIageirun, 2014). [TogoOHBIE CTPYKTYPHI TIA3HOTO MATHA OBUTA TakK K€ OOHAPYKEHBI U y 3€JCHON
Bogopocau Spermatozopsis similis (Renninger et al., 2001).

Puc. 3. YabpTpacTpyKTypa BBIICICHHBIX JIUIUAHO-KAPOTHHOUIHBIX TIIO0YIT TIa3HOTO IMATHA
nocJe riryTap-ocMueBoi pukcanuu (rmoOyssl yepHoro 1Bera). YBenuyenue: x300000.

2. CocTaB KapOTHHOUJOB B IJ100Y/1aX IJIA3HOTO NSATHA

B nameii pabotre HeoOXoauMo ObUIO BBISICHHUTH JBa BOIpoca: | — yCTaHOBUTH OCHOBHBIC
KapOTUHOUBI, BXOJSIINE B COCTAaB TI00YI I1a3HOTO MATHA; U 2 — BBIICHUTH MOXKET JIU U3MEHSThCS
UX COCTaB, IPH CYIIECTBEHHOM M3MEHEHUH COCTaBa KAPOTHHOUIOB B MEMOpaHaX XJOPOIUIACTOB Y
myranToB Chlamydomonas reinhardtii. JIist Toro 4ToOBI OTBETHTH HA 3TH BOIPOCHI, MbI BBLICIISIIN
U3 pa3pylICHHBIX XJIOPOIUIACTOB (PAKIHIO JIUIHIHO-KAPOTHHOWAHBIX TJIOOYN TJIA3HOTO TISITHA
nyreM IuddepeHInalIbHOT0 HEHTPU(PYTUPOBAaHUS B TPaJUeHTE IUIOTHOCTH caxaposbl (Jlameirus,
CemenoBa, 2014). Xentyto unu opamxeByro nojiocy Nel 1imo0ys ria3HOro msTHA MEPEHOCUIIN B
OTIENbHYI0 TpOOUpKYy. 3areM (pakuuio T[IOOYNT TJIa3HOTO IISITHA HWCHOJB30Bald IS
OMOXMMHUYECKUX, DIICKTPOHHO-MHKPOCKOITUYECKUX U CIEKTPO(YOTOMETPHUECKUX HCCIICIOBAHHA.
Kaxnas rmoOyna ria3HOro mATHA MPEICTaBIseT co00il MeMOpaHHBIA IMy3bIPEK, 3aNOTHEHHBIN
JTUMHAIAMHA U KapOTHHOHIAMH.

DIeKTPOHHOMUKPOCKOITUYECKU MBI YCTAHOBUJIH, 4TO BBIJICJICHHAS HAMU
neHTpupyrupoBanueM ¢pakmus Nel neHCTBUTENBHO COAEpKaNa JTUIHIHO-KapOTHHOUIHBIC
rnoOynsl rnasHoro natHa (puc. 3). IIpu ocMueBoil ¢uKcali OHU BBITJISIICIM Kak YEpHBIE,
OKpYTJIble TJIOOYNIBI, YacTO CBS3aHHBIE MEXIy CO0OH B accommaThl Pa3IMYHON BEITUYHHBL
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[TomoOHBIE CTPYKTYpBI OBUIM ONKCAHBI paHee s riiaskoB Spermatozopsis similis (Grung et al.,
1994; Renninger et al., 2001). Onu 00pa3yroTcst IpH pa3IMIHON CTENEHN 00paOOTKH YIBTPA3BYKOM
ammapara rjaa3Horo IMsITHA.

Tabauua 2. [IporieHTHOE CoepKaHNe KAPOTHHOB B MEMOpaHaX XJIOPOIUIACTOB KIIETOK TUKOTO
tuna K(+) u myrantoB A-90 u C-41 Chlamydomonas reinhardtii.

CoJepxaHue KapoTHHOB, %
[IITammBbI
0-KapOTHH B-kapoTuH [-3eakapoTuH {-xapoTuH
Juxwmii Tan K(+) 49+1.7 95.1+3.2 0 0
Mytant A-90 57.4+3.9 426+2.8 0 0
Myrtant C-41 0 46.3+ 2.6 17.1+2.7 36.5+ 2.7

Mgl npoBenu npeaBapuTeIbHbIe UCCIEA0BaHUS U NTOKa3ail, YTO B COCTaB IJ100YJ IJ1a3HOTO
MATHA BXOJAT, TIaBHBIM 00Opa3om, kapoTuHbl (JlageiruH, 2014). [loaTomy MMEHHO 3TOH Tpyrie
KapOTHMHOUJOB MBI yIeMsUId oco0oe BHUMaHHEe B JToM pabote. buoxumuueckue u
CHEKTPO()OTOMETPUYECKHE HCCIIECIOBAaHUS, MPOBEJACHHBIE HAMHM Ha TIIOOyJIax TJa3HOTO TISTHA,
MOKa3aju, YTO B KJeTKax Aukoro Tuma K(+) OCHOBHBIM KapOTHMHOHUAOM SBISAETCS [-KapOTHH C
MaKCUMYMOM IOTJIOIIEHus pu 464 uMm (puc. 4, a).

Tadauua 3. MakCuMyMBbI TTOTJIOMICHUST KAPOTHHOB M3 KJIETOK aukoro tumna K(+) u myrantoB A-90
u C-41 Chlamydomonas reinhardtii.

KapoTub! MakcuMyMBI TIOTJIOIICHUS
B XJI0po(hopMe, HM
a-Kaporun 432 457 485
B-KapoTtun 433 464 493
B-3eakapoTuH 410 433 460
{-Kaporun 378 409 434

VYuuTeiBas, 9TO0 B MEMOpaHaxX XJOPOIUIACTOB KJIETOK aukoro tumna K(+) cooTHomeHue o- u
B-KapoTHHOB cocTaBiseT 5:95, MOXKHO 3aKIIOYUTh, YTO OCHOBHBIM MHUTMEHTOM TJIOOYJ IJIa3HOTO
natHa mramma K(+) sBasercs B-xapotun (Tabmn. 2 u 3). BXxoauT 1M B UX COCTaB 0-KapoOTHH, Y
KJIETOK JTUKOTO THIIA, CKa3aTh TPYIHO H3-32 OYEHb HU3KOTO €ro COACPKAHMS B XJIOPOILIACTaX
3eeHbIX Bojgopocieii (Hager, Meyer-Bertenrath, 1966).

CYH_IGCTBGHHBIX KOJINYECTB KcaHTO(l)I/IJIJIOB B FHOGyHaX TJIa3HOTO IIITHA MBI HE
oOHapyxwii. Ha OCHOBaHWMM TOJYYEHHBIX HAMH JAHHBIX, MOXXHO YyTBEPXKIaTh, YTO B COCTaB
r7100yJI II1a3HOTO MATHA BXOAAT KapoTHHBI. [Ipruem, y kinetok aukoro Tuna K(+) rimaBueiM oOpa3om
B-kapoTuH.

3. U3MeHeHHe cOCTABA KAPOTHHOB IJIa3HOT0 MATHA NyTeM MyTareHe3a

Ji1st TOrO, 4TOOBI BBISICHUTH MOXET JIM 0-KapOTUH BXOJHUThH B COCTaB IJI00YI INIa3HOTO MSTHA
MBI TIPOBEJIM JOMOJHUTEIbHBIE HCCleAoBaHns Ha MyTaHTe A-90, HakaruMBaronieM B MeMmOpaHax
xJyioporactoB 10 60% o-kaporuHa u ymenbuieHHoe 10 40% conepxkanue P-xaporuna (tadum. 2).
AHanM3 MUTMEHTOB TJIOOYJ TJIa3HOro MsATHAa MyTaHTa A-90 mokaszan, YTO OCHOBHBIM ITUTMEHTOM
17100y TJIa3HOTO MATHA y HEro SIBISEeTCA (-KapoTHUH ¢ MakCUMyMOM mnorjouienus 457 um (puc. 4,
0). CnenoBaTenbHO, MOKHO YTBEP)KIaTh, YTO COCTaB KapOTHMHOB IIOOYJ INIa3HOTO MSATHA MOXKET
M3MEHSTHCS OTHOBPEMEHHO ¢ U3MEHEHHEM HX COCTaBa B MEMOpaHax XJIOPOIIACTOB.
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1 | | |

400 450 500 A, HM

Puc. 4. CnexTpbl NOMIIOMEHHUS] KAPOTHHOB B XJIopodopme U3 riolyi ri1a3Horo natHa (A) u
WX YETBEPTHIC IPOU3BOIHBIC (A4) kierok aukoro tuma K(+) (a), myranta A-90 c BBICOKHM
cojiepkaHueM o-KapoTuHa (6) u myranTa C-41 ¢ BRICOKUM cojiepkaHueM (-KapoTHHA (8).
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OueBuHO, riazHoe MATHO MyTaHTa A-90 coxepXKMT NPUMEPHO TaKOM K€ IPOLEHT -
kapotuHa (10 60%), kaKk ¥ MeMOpaHbl XJOPOIIACTOB 3TOT0 MyTaHTa. DTU Pe3yJbTaThl Jald HAM
OCHOBAaHHE YTBEpXKJaTh, YTO OCHOBHBIMH IUTMEHTaMU TJOOYJN TJA3HOTO TISITHA SIBIISIOTCS
KapOTHUHBI, TPUYEM, COCTaB 0O- U [-KapOTHHOB M3MEHSETCSI OJHOBPEMEHHO C M3MEHEHUEM HX
cocTaBa B MeMOpaHax XJIOPOIUIACTOB KaXJOTO M3 IITAMMOB, €CIM CYJUTh IO MaKCHUMyMaM
norsionieHus (tada. 3).

UToObl OKOHYATENFHO YOIUTHCS B MPABUJIBHOCTH HAIlleH TMIIOTE3bI MBI TIPOBEJH €Ille OTHO
JOTIOJTHUTEbHOE HccleqoBanne Ha MytaHTe C-41, y koToporo B MeMmOpaHax XJIOpOIJIacTOB
HakaruiiBaeTcst 10 38% (-xapotuna, 19% B-3eakaporuna u 43% B-xapotuna (tabi. 2). Beicokoe
comepkanue (-kapoTMHa B MeMmOpaHax xjoporuacta MyTtaHTta C-41 TmMO3BOJISIET W3Yy4YUTH
BO3MOKHOCTh BKJIIOYEHHUS €r0 B COCTaB INIOOYJ IIa3HOro msTHA. IlodydeHHble HAMU Pe3yNbTaThl
YETKO MOKa3aJId, YTO B TJI00yiax riazHoro natHa myranta C-41 comepxkutcs {-kapotuH (JlaapiruH,
2014). BepoarHo Takoe e BBICOKOE KOJIMUYECTBO (-kapoTuHa (puc. 4, 6), Kak U B MeMOpaHax
XJIOpOIIACTOB. BUHO, UTO B CHEKTp MOIJIOMICHUS TJIa3HOTro msATHa myTtanta C-41 cyniecTBEHHbIN
BKJIaJl BHOCUT (-KapOTHH ¢ MakcumyMamu noriouieHus npu 408 u 434 uwm (puc. 4, 6) u B-kapoTuH
¢ MakcuMyMoM 464 um (puc. 4, 6).

A 464
0.6

0.4

0.2

0

0.6

0.4

0.2

1 S~
400 500 A, HM
Puc. 5. Cnektpbsl mornomeHust B XjJopodopme XpomaTorpaduiyecku BBIICICHHBIX [3-
kapotuHa (1) u a-kaporuna (2) u3 myranta A-90 (a), a Tak xe B-kaporuna (1) u (-kapotuna (3) u3
mytanTa C-41 (6).

0
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Uto0bsl yOemuThCs B MPABWIBHOCTH HAIIUX PACCYKICHUH O MPUHAIICIKHOCTH
OTIPEIEIEHHBIX TI0JI0C MOTJIOMIEHUS! KOHKPETHBIM KapOTHHAM MBI BBIIEIHIN XPOMaTOrpaduvecKu
yucThie B-KapoTuH U (-KapoTHH U3 Ki1eTok MyTanta C-41 (puc. 5, 6). VI3 IOIy4eHHBIX pPe3yJIbTaTOB
BUJHO JIOCTaTOYHO XOpOIIEe COBIAJCHUE MAaKCHMYMOB TIOTJIOIICHHUS KapOTHHOB W3 TJIOOYI
TJIA3HOTO TsATHA (PUC. 4) U YUCTHIX HHIUBUIYATHHBIX KAPOTUHOB M3 MEMOpPaH XJIOPOILJIACTOB IEJTBIX
KJIETOK (pHC. 5).

TakuMm 00pa3om, Ha OCHOBaHWH TOJYYEHHBIX HAMH PE3ylIbTaTOB Ha KIIETKAX JUKOTO THITA
K(+), myraata A-90, c BBICOKMM cojep)KaHHEeM o-KapoTuHa W MyTaHTa C-41, C BBICOKHM
cofiepkaHueM (-KapOTHHA, MBI MPUIILTHA K BBIBOJY O TOM, YTO OCHOBHBIMU MUTMEHTAMHU TJIA3HOTO
MSITHA SIBJSIFOTCS KapoTHHBI. [Ipudem, BriepBbie OBUIO YCTAHOBIICHO, YTO COCTaB M COOTHOIICHHE
M30MEPOB KapOTHHOB B MIOOYIAaX TIa3HOTO MATHA Y MYTaHTOB MOXKET U3MEHSATHCS B 3aBUCUMOCTH
OT H3MEHCHHMsI HMX COCTaBa M COOTHOIICHHMS B MeMOpaHax xsopormiactoB Chlamydomonas
reinhardtii (Jlageirun, Cemenosa, 2013; Jlageirun, 2014).

Takum oOpa3om, Halu KcciaeI0Banus mokasanu, yto y Chlamydomonas reinhardtii riasuoe
MATHO, cocTosmee 3 1—-4 psamoB rIo0yi, pacloioKeHO B BEpXHEHW yacTu xjoporuiacta. [Ipudem,
rmo0ynabl  KOKAOTO psiia TJA3HOTO TMSATHA PACHoNiaraloTcsi Ha OJHOM U3  THJIAKOWIOB
HETMOCPEJCTBEHHO TMO0J O00O0JIOUKOH XJIOpOIUIacTa, IJIOTHO MpHJETaoed K Iia3MoMeOpaHe.
CyHTanoCh, YTO OHHU COCTOSIT W3 PSAOM PACIOIOKEHHBIX JIMITHIHO-KAPOTHUHOUAHBIX TIIOOYI, HE
pa3aeNieHHbIX Mex Iy coOoii. Temeps moka3zaHo, YTO OHU OKPYKEHBI MEMOpaHAMHU.

Cunraercs, 4To ¢ OKPYXAOIUMU MEMOpaHaMU sSTYEEK TIIa3HOTO IATHA CBS3aHBI pa3IMYHbIE
dbopmbl perunans u pogorncuHa (Beckmann, Hegemann, 1991; Derguini et al., 1991; Hegemann et
al., 1991). BHyTpeHHs CTPyKTypa KaXJIOHW W3 SYECK 3arojHeHA JUIMUIHO-KapOTHHOUIHBIMH
rnodymamu. CocTaB MUTMEHTOB, BXOISIINX B 3THU TJIOOYJIBI O CUX MOpP OKOHYATENBHO HE OBLI
YCTaHOBJICH, XOTSI OH TPEICTABIISLT OYSHb OOJBIIION UHTEpEC.

Habmronenus, ocHOBaHHBIE HAa (JOTONOBEIEHUH MYTAaHTOB, C HAPYIICHUSIMH IO OMOCHHTE3Y
KapOTHHOUOB, TIPU IK30T€HHOM J00ABICHHH PETUHANS WM HEKOTOPHIX aHAJIOTOB peTHHas: 11-
cis-perunans (Foster et al., 1984; Hegemann et al., 1988) unu all-trans-perunans (Hegemann et al.,
1991; Takahashi et al., 1991) Obut0 MOKa3aHO, KaKW€ PEIENTOPHBIC MUTMEHTHI HEOOXOAUMBI IS
¢dynknronuposanus ororakcuca y Chlamydomonas reinhardtii. B stux mccnenoBanusx ObuH
MOJTYYEHBI PE3YNBTAThI C TTIOMOIIBIO KUJIKOCTHON XpomaTorpaduu Beicokoro pazpemenus (HPLC)
PETHHOUIOB U3 AKCTPAKTOB IENBIX KIETOK WU (ppakuuii MemMOpaH U3 IMITAMMOB JAWKOTO THUIIA W
mytanToB Chlamydomonas reinhardtii. Ycranosneno, uro petuHains Moxer ObITh B ¢opme all-
trans (Derguini et al., 1991; Beckmann, Hegemann, 1991), nu6o all-trans u 13-cis (Renninger et
al., 2001) n3omMepoB U3 IENBIX KIETOK, & TAKXKE M3 U30JIMPOBAHHBIX MHTAKTHBIX TJIA3HBIX MATCH U3
Spermatozopsis similis all-trans- u 11-cis-perunans (Kreimer et al., 1991). Ot poropenentopHsie
MUTMEHTHI, MTO-BUMMOMY, JIOKaJM30BaHbI B MeMOpaHax OKPYKAIOUIMX TIIOOYINBI TJIA3HOTO MSATHA
(Foster, Smyth, 1980; Melkonian, Robenek, 1984).

HekoTopbie aBTOPHI CUMTAIOT, YTO TJIA3HOE TSTHO — HE SIBISCTCS (POTOPEIEITOPOM JIJIst
doToTakcuca 3eIeHONW BOAOPOCHH, a JUIIb UTPAET BAXKHYIO BCIIOMOTATEIbHYIO POJIb B T€HEPALUU
curHasia. OHM TOJIaraloT, YTO BPALICHHUE KIIETOK IMPH JBWKCHHU CBSA3aHO C MOJAYJISALMEH CHTHaia
¢doToperenTopHOro JOKyca MyTeM IEePHOAMYECKOro €ro ocBemeHus u 3areHeHus (Boscov,
Feinleib, 1979; Foster, Smyth, 1980; Melkonian, Robenek, 1980). Tak HekoTOpbIE aBTOPHI
CUUTAIOT, YTO (POTOTAKCHYECKas OpUEHTAIMs KJIeTOK MyraHta ey 627, mt(—) Chlamydomonas
reinhardtii (y xoroporo ria3ok OTCYTCTBYET WM CHJIBHO PEAYLMPOBAH) OCYIIECTBISETCSA IMyTEM
3aTEHSIOIINX CBOKMCTB XJIOPOTUIACTA U SIBISIETCS HEOOXOIMMBIM s reHepanuu curaana (Kreimer et
al., 1992). B To e BpeMs OHH HE OTPHUIAIOT, YTO HMHTAKTHOE TJIA3HOE IIATHO SIBIACTCS
HE0OX0oAUMBIM JJist Oosiee TouHOM (hoToTakcuueckoi opuenrtamuu (Kreimer et al.,, 1991; Morel-
Laurens, Bird, 1995). lonomauTensHO#M (YHKIMEH TJIa3HOTO TSATHA, BEPOSITHO, SIBJISIETCS BAXKHOCTh
pacmperuss (POTOTAKCHYECKOTO CHTHAIa W 30HBI UYYyBCTBUTEIBHOCTH MPH HU3KUX IUIABHBIX
ckopocTsx nBmwkeHus kinetku (Kreimer et al., 1992).

Bo Bcex uccrneqoBaHMsIX TIa3HOTO MATHA KTYTUKOBBIX 3€JICHBIX BOJOPOCIEH MPOSBICHUE
($OTOTaKCHYECKOW aKTHBHOCTH Ha CBETY MMEET MECTO B TEX CydYasx, KOrja IaJarolluil CBET
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pacnosaraercst nmeprneHauKysipHo rnasHomy nsatHy (Foster, Smyth, 1980; Morel-Laurens, Feinleib,
1983; Kreimer, Melkonian, 1990). Ceiiuac cuuTaercs, 4TO y 3€JCHBIX BOJOPOCICH TOYHAs
doToTaKcHYecKasi OpPHUEHTAIlMs 3aBUCUT KaK OT OTPAKAMOIIMX, TAaK M MOTJIOMIAIOIINX CBOWCTB
rmazHoro maTHa (Kreimer, Melkonian, 1990; Riiffer, Nultsch, 1991; Kreimer et al., 1992).
XUMHUYECKHE U3MEHEHHUSI, IPOUCXOISAIINE B TIA3HOM IISITHE M BIUSIONINE HAa ero () yHKIIMOHAIbHEIC
CBOWCTBA, MTOKA €I1Ie HE YCTAHOBJICHBI.

Hapymenue crpykTypbl ria3Horo mnsiTHa y wmyranta ey 627, mt(-) Chlamydomonas
reinhardtii B ycimoBusx OBICTPOro JIeNEHHUS KICTOK SBISCTCS HACATBHO YIOOHON MOJCIBIO IS
u3ydeHust ITux 3(PQexToB. AHaAIM3 OTPAKAOIIUX CBONCTB TIa3HOTO TMSATHA ITOrO0 MyTaHTa B
CHHXPOHHBIX KYJIBTypax C IOMOIIBI KOH()OKAIBHOTO JIA3€PHOTO CKAaHHPYIOUIETO MHKPOCKOIA
nokazan (Kreimer et al.,, 1992), yro orpakaiormue CBOICTBa IJIa3HOTO ISITHA Yy 3TOTO MYTaHTa
CXOXH C TAaKOBBIMH IITAMMa JUKOTO THIIA M ONPENENSIOT (POTOOPHECHTAIMIO MOMYJISAIUN KIETOK U
dotoanekTpuyeckuii orBer. Takue wuccieqoBaHWs OBUIM TMPOBEACHBI M HAa JPYrUX MYyTaHTaxX
Chlamydomonas reinhardtii, B Tom guciie Ha MyTaHTax ¢ OTCYTCTBHEM IIa3HOro nstHa (Jlagpirux
u ap., 1973; Harz, Hegemann, 1991; Kreimer et al., 1992), na K0oTOpbIX OBUIO yCTAaHOBJICHO, YTO
BCHBIIIKK cBeTa ¢ JIMHOW BOJHBI 500 1 440 HM npu peAyKIUH TJIA3HOTO IMSITHA HE MPUBOIUIN K
(OTOTAaKCUYECKOW OpHEHTAUU KIEeTOK. DYHKIMOHAIBHOE COCTOSHHE (OTOPEUENTOPHBIX
MMUTMEHTOB TaKXXe Maji0 M3MEHSUIO TOBEJCHHE MYTAaHTHBIX KIIETOK. B TO ke Bpemss MHKyOamus
KJIETOK MYyTaHTa C BbICOKOW KoHueHTpauueil all-trans — perunans (10 mMM), He3aBHCHMO OT
OMOCHHTE3a KapOTHHOUIOB, TIPUBOIMIIA K YCHICHHIO OTPAXKAOIIEH CIIOCOOHOCTH TIIa3HOTO TISITHA
(Kreimer et al., 1992). DTtu naHHBICE TOKAa3bIBAIOT Ba)XKHOE 3HAUCHHE TIJIA3HOrO IIATHA, KaK B
MOTJIONMIEHUH (POTOTAKCHYECKH aKTUBHOT'O CBETA, TaK M B YETKOW OPHUEHTAIMU KJIETOK K CBETY B
nporecce pororakcuca (Kreimer et al., 1992).

B mocnennee nmecsAtuneTne aKTUBHO M3y4daeTcss OMOXMMUYECKUM COCTaB OEIKOB MeMOpaH
rnaszHoro nsaTHa (Wagner et al., 2008). Ocoboe BHUMaHHE yAETSeTCS UCCISIOBAHUIO POJIOTICUHA U
n3omepoB peruHans (Jlagpirua u ap., 1973; Renninger et al., 2001; Dieckmann, 2003). HemxaBHO
ObLTa ONMCcaHa peAYKIHs KApOTUHOB M TIa3HOTO MATHA y 0€JI0ro CBeTOUYBCTBUTEIHHOTO MyTaHTa C
OsiokMpoBKOM cuHTe3a depmenTa GutonrcuHTassl (Lawson, Satir, 1995; Inwood et al., 2008). Otu
pe3yNbTaThl MOATBEPXKAAIOT HAIE 3aKIIOYCHHE O TOM, 4TO 0e3 KapOTHHOWIOB He oOpa3yercs
rJ1a3HOE IMATHO. B 3aBUCHMOCTH OT COAEp)KaHUs KapOTHHOHMIOB B Xjoporutactax Chlamydomonas
reinhardtii rmasHoe mATHO MOXET cozuepkarth OT 1 10 4 PSAIOB JIUIHIHO-KAPOTUHOMIHBIX TI00YIL.
[Mpuyem, KaXABIH P JAMUAHO-KAPOTUHOUIHBIX TIIOOYNT OKPY)XEH MeMOpaHaMu, KOTOpbIE Ha
MPOJOJILHOM Cpe3¢ HMMEIOT TeKCArOHANBHYI0 CTPYKTYPY CXOXYH C MYETUHBIMH coTamu. Ha
MOTIEPEYHOM cpe3e Kaxaas IIo0ylia TIIa3HOTO ISTHA MMEET OBAIBHYIO WIH OKPYIIyI (opmy.
Takyro e CTpyKTypy MMeEeT IJla3HOEe IATHO Y 3elieHOi Bomopociu Spermatozopsis similis, B
mI00yJ1ax KOTOporo ObLI0 OOHApY)KEHO Tpeodiaaromiee HakorieHne kapoTuHoB (Renninger et al.,
2001; Grung et al., 1994).

Ha ocHOBaHMHM TpPOBEIECHHBIX HAMH HCCIICAOBAHMA MOXXHO 3aKJIOYUTh, YTO JIUIHIIHO-
KapOTHHOUJHBIE TJOOYNbl TJIA3HOTO TMATHA OJHOKJIETOYHOH 3€JIEHOH MHKPOBOJOPOCIH
Chlamydomonas reinhardtii cogep:xar kapoTwHbI. BriepBble ymanoch Mmokas3arh, 4TO y MYTaHTOB
COCTaB KapOTHMHOB MOXKET M3MEHSTHCS B 3aBUCHMOCTH OT M3MEHEHHS MX COCTaBa B MeMOpaHax
XJIOPOIIJIACTOB.
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I'JIABA IX

BUOCHHTE3 XJIOPO®UJLIIA Y 3EJIEHBIX BOJOPOCJIEN U BBICIIINX PACTEHUIA

1. I'eneTnka OuocuHTeE3a XJ10pOodhnLIa

HecMoTpst Ha Xopomryro H3y4eHHOCTH (epMeHTOB OmocuHTe3a Xsopodmmuia (MupoHOB,
1998; Illecrakos, 1998; Jlagpiruu, 2006; Beale, 1999), psii BOpocoB 1Mo reHeTUYECKOMY KOHTPOJTIO
ATOTO MPOIIECCa OCTAIOTCS OTKPBITHIMU 110 CUX 1mop. HekoTopelie aTansl OnocuuTesa (puc. 1, 2 maru
8, 9 u 12) y Bomopocneil u pacteHuil TpeOyloT Hamuuus Kuciopona. Bmecte ¢ TeM, MHOrMe
OaKTepuu CHHTE3UPYIOT OakTepuoxiopodust B orcyrctBue O,. Takue aHa’poOHBIE PEPMEHTHI U
KOAMPYIOUIME MX T'eHbl HAMJIEHBI JaJeKO HE BO BCEX M3BECTHBIX Clydyasx. Mayio ucciefoBaHbl U
MEXaHU3Mbl OMOCHMHTE3a XJOpOopWia B TEMHOTE. XOTS H3BECTHO, YTO Yy IMOKPHITOCEMEHHBIX
pacteHuil oOpa3oBaHue XJOpo(duiia — 3TO CTPOro CBETO3aBHCHMBIN mporecc. B To ke Bpems y
MHOTUX (DOTOCHHTE3UPYIOIIUX OPraHU3MOB (B TOM YHCJE Y TOJIOCEMEHHBIX BBICIIMX PAaCTEHH,
MXOB, BOJIOpOCiei U GOTOTPO(HBIX OAKTEpHUii) COXpAaHMIACh CIOCOOHOCTh 3€JICHETh U B TEMHOTE.
OHu  coxmepaT  aldbTepHATHBHBIM  cBeToBoMy  (depmeHty  HAJD-nporoxmopodusmma
okcupopenykrasel (cIIOP) (puc. 2, mar 14) temHOBO# QepmeHTHBIH Komrieke HAJID-
nporoxygopodmuinn okcumopenykrassl (TIIOP), komupyemblii y SyKapuOT XJIOPOILIACTHBIMH
reHaMH, KOTOPBII OCYyIIECTBIIsIeT MpeBpaiieHue npotoxigopodummmaa (IIXJI/) B xnopodummmn
(XJI1) B temuore. IIpu stom y Bomopociu Chlamydomonas reinhardtii n3BecTHbl MyTaHTBI 11O
snepHbM reram (yellowl1-10 u 1ts3) ¢ HapymieHusiME CBETOHE3aBUCMMOT0 OMOCHHTE3a XJI0poduiuia
(Ilaneiro u gp., 1990; Timko, 1998). MaeHTnuUKAIUSA 3THX T'€HOB OTKPBIBAET BO3MOKHOCTH
MIOUCKA eIl[e HEM3BECTHHIX (PAKTOPOB, HEOOXOAMMBIX [UIS TEMHOBBIX pEaKLUui OHOCHHTE3a
xyopopuioB. B Hacrosiee BpeMs aKTUBHO BEAETCA M TMOUCK T'€HETUYECKUX JETEPMHUHAHTOB,
o0ecTeYnBaOIIUX PEryJALHI0 MeTabonu3Ma INHITMEHTOB W CBA3aHHBIX C HHUMH IPOIECCOB
ouorenesa xjoporutactoB (Masuda, Fujita, 2008).

3HAaYUTENbHBIN BKJIAX B pPEUICHWE STOW MPOOJIEMBbl BHECIM HCCIECIOBAHUS MYTAHTOB C
HapyLIEHHON perynsuuei OnocuHTe3a XJIopoduiia TaKUX KIACCUYECKHX MOJENbHBIX OOBEKTOB
reHetuku (orocuHTe3a, Kak apabumoncuc (Arabidopsis thalianum), oxHokneTouHas 3ecHas
Bojopocas xmamupomonaaa (Chlamydomonas reinhardtii) u ¢dotocunTesupyromnpe OakTepun
Rhodobacter cupsulatus u Synechocystis sp. PCC (tabm. 1). JlerasibHas XapaKTepHUCTHKA
OnocuHTE3a XJopoduiia OT CaMbIX paHHUX JTaloB — OT oOpa3oBaHWsS TJyraMara — JO
3aKJIFOUUTEIBHBIX CTaauii OMocHHTe3a XJIopoPuILIoB a u b moxpoOHo omucana B 0630pax 2013 u
2014 ronos (YexyHosa, Jlageirun, 2013, 2014).

C HakOIUIEHHEM 3KCIIEPHUMEHTAIbHBIX IaHHBIX CTAHOBUTHCS Bce OoJiee OYEBHIHBIM, YTO
(dbepMeHTbl U WHTEpMeIuaThl OMOCHHTE3a XJIopoduiuia SIBISIOTCS yYaCTHUKAMHU PEryJISTOPHBIX
MPOIIECCOB, 00ECIEUNBAIONIUX CUCTEMHBIH KOHTPOJIb, HEOOXOAUMBIA Uil ONTHUMAJIbHON pabOTHI
TFeHETUYECKUX MEXaHW3MOB B XJIOPOIUIACTaX 3€J€HBIX BOJOPOCIEH M BBICIIMX PpACTCHHH B
M3MEHSIOMIMXCS YCIOBUAX MX CYIIECTBOBAHUS.

[IpuMeHeHre TeHEeTUYEeCKUX METOJIOB IO3BOJMJIO HE TOJbKO HAaWTU TEHBI, KOAMPYIOIIHE
bepMeHTH MeTaboMu3Ma MPHUPOTHBIX TETPANUPPOJIOB: XJopodumuioB u rema (tabn. 1), HO u
oxapakTepHu30BaTh MX CTPYKTypy u cBoiictBa (Beale, 1999; Masuda, Fujita, 2008). HemaBHo B
HECKOJIbKUX 0030pax ObUIM JaHbI NOJAPOOHBIE XapaKTePUCTUKH ()EPMEHTOB U T€HOB, YUYaCTBYIOLIHX
BO BCEX IIOCIENOBATENbHBIX  MPEBpPALICHUSX  MPEIUIECTBEHHHKOB  XJOPOPWIIIOB [0
3aKJTFOYUTENBHBIX cTanauii ey onocuuTe3a (Jlagsirun, 2006; Uekynona, Jlagsirun, 2013, 2014).

Mgl He OyneM ocTaHaBIMBATHCS MOAPOOHO HA ONMHUCAHWU PAHHUX ATANOB IeNH OMOCHHTE3a
XJIOpo(puIUIa OT TIIyTAMUHOBOW KMCIIOTHI U TIMIMHA 10 0Opa3oBanus nporonopdupuna IX u Mg-
nporonopdupuna IX (puc. 1), MOCKOIbKY OHU OBUIH JI€TATLHO U3YYCHBI U TIOJJPOOHO PACCMOTPEHBI
B HECKOJIbKUX COBpeMeHHBIX 0030pax (Jlageirun, 2006; bensiea, 2009; UekyHosa, Jlagpirun, 2013,
2014; Jlapgpirus U ap., 2014). Kpome Toro, ocraercss MHOTO BOIIPOCOB T10 3aKIIOUYNTEIBHBIM dTanam
1enu OMOCUHTE3a XJIOPO(UILIOB, HA KOTOPHIX MBI OCTaHOBUMCS MOJIpoOHEe.
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Tab6auua 1. @epmeHTsI ey OMOCHHTE3a XJIOPOPHILIA U UX TEHETUYECKHI KOHTPOIIh

Lenr O6o3HaueHus
Ne depMeHTHI Arabidopsis | Chlamy- | @omocun.
) depmeHTOB
thaliana domonas | 6axmepuu
1 rnyramunt-TPHK®™ cunrerasa gts gts gltx GIuRS
EC6.1.1.17
2 rnyramut-TPHK®™ penykrasa hemA1l gtr hemA
GIUTR
hemA2 EC 1.2.1.70
hemA3 B
3 rIyramar-1-mosmyanbaeru gsal gsa hemL GSA-AT
TpaHcgepaza gsa2 EC5.4.3.8
4 AJIK-neruaparasa aladl alad hemB PBGS
alad? EC 4.2.1.24
5 nophOOHIIMHOTCH JeaMrUHa3a pbgd pbgd hemC PBGD
EC4.1.3.8
6 yponopdupunoren Il cuarerasa | Uros uros hemD UROS
EC 4.2.1.75
7 ypornopGupHHOTreH urodl urodl hemE UROD
JekapOoKcHaza urod2 urod2 EC 41137
urod3 o
8* | konponopdupuHOTreH cpol cpx1l hemF CPOX
OKCH1a3a cpo2 hemN EC 1.3.3.3
9* | mpoTonoppupHUHOTeH OKCH1a3a ppol ppx hemG PPOX
ppo2 (ppo) hemY EC 1.3.34
10 | Mg-xenarasza H cyOweauamIa chlH chlH bchH
Mg-xenarasza D cyobeaununia chlD chlD bchD
Mg-xenarasa | cyoneaunuia chlll chlll bchl EC6.6.1.1
chli2 chli2
chll3
11 | Mg-nporoniopdupus 1X chiM chiM bchM Mg-PPMT
MeTuaTpanchepasa EC21.111
12* | Mg-iporoniopdupun 1X crdl cthl acsF Mg-PPME
MOHOMETHJIOBBIN d¢up nukaaza | (chl27) crdl bchE EC 1.14.13.81
13 | IuBuHUI peaykTaza dvr dvr bchJ DVR
EC 1.3.1.75
14 | HAJI®-nipoToxtopoduiuimg porA Ipor bchy I-POR
okcuaopenykrasa (cIIOP) gg:(B: bchz EC 1.3.1.33.
15 | xnopodun cuHTeTaza chlG chlG bchG CHLS
EC 2.5.1.62
16 | xnopodunnua “a” okcureHasza CAO cao CAO
chn-1-48 EC 1.13.12.14
17 | HAJI®-nipoToxnopodumuimg chlL bchL
okcupopenykrasa (TIIOP) chiB bchB d-POR
chIN bchN

*(depMeHTaTUBHBIC PEAaKLUH, NPOXOASAIINE B a’dpOOHBIX M aHa’poOHBIX ycioBusax (YekyHoBa, Jlajgpiru,
2014). B tabmuie HoMepa PepMEHTOB COOTBETCTBYIOT aHAJOTHUHBIM B LM OMOCHHTE3a XJIOpOpHILIa Ha
puc. 1, 2. Chlamydomonas — oxHokeTouHas 3eneHas Bogopocib Chlamydomonas reinhardtii.

Domocun. baxmepuu — horocunresupytromue 6akrepun: Rhodobacter cupsulatus u Synechocystis sp. PCC.
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Puc. 1. Cxema paHHUX 3TanoB OMOCHHTE3a XJIOpO(dUIIIa OT TITyTAMHUHOBOM KHCIOTH 10 MQ-
nporonopupuna IX. st kaxaoro srana OuocuHTesa 1udpamu 0003HauYeHBI HOMEpa (GEPMEHTOB,
ykazanHbie B Tadnuie 1 (Jlageirun, 2006; UekyHosa, Jlagpirun, 2013, 2014).
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Puc. 2. Cxema 3aKII0YUTENBHBIX 3TANOB OMocuHTe3a xjaopoduiuia or Mg-iporonopdupuna
IX mo xmopopwmia a u xnopodwia b. Jlnsg kaxmoro srana OnocuHTe3a HEdpamMu 0003HAYCHBI
HoMepa (hepMeHTOB, ykasaHHbie B Tabauie 1 (Jlageirun, 2006; Yekyrnosa, Jlaapirun, 2013, 2014).
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2. 3ak/I09uTeIbHBIC CTAIMN OMOCHHTE3a XJI0poduIa

[Tozmuue srTambl 1enmM OWOCHHTE3a XJopoduiuia BKIOYAIOT B ce0sS BOCCTAHOBIICHHE
nporoxjopodmwuinaa a0 xinopopuwumga U dTepuduKanuio ero QGuroioM ¢ oOpa3oBaHHEM
xJjopoduiia a.

[IpeBpaiienne npoToxiopopuuiuaa B XJIOPOPHIUIHI KATAIM3UPYIOT JIBE pa3IHuYHBIC
HAJI®-nporoxinopobmmina-okcuaopeaykrassl:  cBerozaBucumas (cIIOP) (Masuda, Takamiya,
2004) wu cBeroneseBucuMas — TemHoBas (TIIOP) (Armstrong, 1998). O6a depmenra
(GYHKIIMOHUPYIOT Y TOJOCEMEHHBIX PACTCHHH, MXOB, JIMIIAWHUKOB, BOJOPOCICH M JyOaKTEpHid,
o0ycloBIMBasi CIIOCOOHOCTh 3€JI€HEeTh KaK B TEMHOTE, TaK W Ha CBETy. DBOIIOIHMOHHO Ooiiee
MOJIOJIBIE TTOKPBITOCEMEHHBIC pacTeHus: yrpatuwiu TIIOP, u pu pocte B TeMHOTE OHH OPMHPYIOT
ATHOJIMPOBAHHBIC MPOPOCTKH PACTCHUN MKEITOrO IBETA, HAKAIIMBAIOIIUE MPOTOXJIOPODUIIIHI.
Ceet aktuBHpYeT cBeTo3aBucuMy0 HAJID-nipoToxinopogriuua-oKCHaOpeaAyKTa3y, 3ammycKkas TeM
CaMbIM TPOIIECC 3€JICHEHNUs, @ UMEHHO, CUHTE3 XJIOPOPHIUIH/A, a 3aTeM U XJIOpOPHIUIOB. X0Ts 00a
(dbepMeHTa BBITIONHSIOT OAHY (PYHKIIMIO — PEAyKIIMIO JBOWHOW CBsi3U B IV MUPPOIHHOM KOJIBIIE
MaKpOIMKJIa, TEM HE MEHEE, OHH PA3JINYAI0TCs KaK CTPYKTYPHO, TaK U 110 MEXaHU3MY JICHCTBHSI.

Domonpespauienue npomoxnopouiiuoa 6 xaopoguaaud. I'eH, KoOIUPYIOIIHIL
dorosnzum HAJIOH-nmportoxnopodumma okcuaopenykrasy (cIIOP) (puc. 2, mar 14), BrnepBbie
ObuT KITOHHpOBaH y stumens (Schulz et al., 1989). ABropam ymanoch BeIACIUTE PEPMEHT U3 JTHCTHEB
pacTeHUil B KOJUYECTBE, OCTATOYHOM JJIsi TOJYYCHUS AHTHTE], KOTOPBIC HCIOJB30BATIH IS
moismuu TeHa por u3 kJIHK, skcmpeccupytromieir OMOJIMOTEKHM METOAOM HWMMYHOJETEKITUH.
[To3mHee, 3TOT TeH ObUT HaWIEH MO TOMOJIOTHH Y PAa3JIMYHBIX PACTCHMIA: MIICHHUIIBI, OBCA, rOPOXa,
apabuoricuca, cocubsl, u ap. (Reinbothe, Reinbothe, 1996). Hcrtopust ero KIOHHPOBaHHUS Y
Chlamydomonas reinhardtii ceszana ¢ myrantamu kiacca Yellow (peHOTHIUYECKH KENTHIA B
TEMHOTE, 3€JICHBI Ha cBeTy). MEHOTHII TaKOTrO TEMIIEpaTypO4yBCTBHTEIBHOTO MyTaHTa Y-1-4,
HECIOCOOHOTO 3€JICHETh Ha CBETY NIPU PECTPUKTUBHOM TeMIIepaType, OKa3alicsi pe3yJIbTaTOM OTHOU
MyTanuu PC-1, mpuBomAIIel K CIBUTY paMKH CUMTHIBAHHS B SIIEPHOM T'eHe POrl, xomupyromem
c[IOP (Li, Timko, 1996). B renome Arabidopsis thaliana naiiieHo HECKOJIBKO MapajioroB 3TOTO
rena: pPorA, porB, porC (Oosawa et al., 2000), Taxxe kak u y stumens (Holtorf, Apel, 1996), u
HEKOTOphIX TonoceMmeHHbIx (SKinner, Timko, 1999). V uwmano6akrepuii u Chlamydomonas
reinhardtii sTor ren yHukaseH.

B 1959 rony C. I'panuk o6Hapyxui, uto qo6aBneHue sx3oreHHor AJIK k 3THONTMPOBaHHBIM
MPOPOCTKAM BBICIIUX PACTEHUH, paCTYIIUM B TEMHOTE, BHI3BIBACT HAKOIUICHHE MPEIIICCTBEHHIKOB
xsopodpmuia (ot nporonoppupuna IX mo mporoxnopodummuna) (Granick, 1959). Bekope Obuio
YCTaHOBJICHO, YTO B HOpPME MEXaHHU3M, MPEMSITCTBYIOIUN HAKOIJICHHIO 3THUX (POTOTOKCHYHBIX
MHTEPMEINATOB, COCTOMT B OOpaTHOM HMHruOupoBaHumM cuHTe3a S5-AJIK mporoxnopodmmaom
(Timko, 1998). B 2001 romy ObuUT OOHAapY)XKCH KOMIIOHEHT OTOH ‘‘peryissTOpHOM meTin”,
HETaTUBHBIA peryisitop OuocuHreza moppupunoB — Oemok FLU (fluorescent), kotopeiii uepes
B3aumojeiicteue ¢ pepmentom GIUTR umurmbupyer cunres 5-AJIK (Meskauskiene et al., 2001).
MyranTsl Arabidopsis thaliana ¢ mapymennoit peryssinueit OnocuHTe3a XJI0poduiIIa HaKaITHBaIH
B TEMHOTE HW30BITOYHOE KOJHYECTBO MPOTOXJIOPODWILINAA M WUMEIU IOBBIIICHHYIO aKTHBHOCTH
cuntesupyronmx 5-AJIK depmenroB. Otu myrantel Obutn HazBansbl flu (fluorescent) us-3a sipxo-
KpacHO# (UIyopecleHIIMH MPOTOXJIOPOPHIUIHIA TPH OOIYUYESHHH STHOJMPOBAHHBIX MPOPOCTKOB
CHHHUM CBETOM (A400-450mv) U HECIH aJlIeNbHBbIC MyTaruu B siaepHoM rene flu. J{nst ero wsomsiuun
WCTIOJIB30BATM CTPATETHIO MMO3UIIMOHHOTO KIOHHPOBAHUS M YCTAHOBWIIM, YTO 3TOT T€H KOTUPYET
cesspiBaromuii (binding) Genox pasmepom 316 amuuokucnor (Meskauskien, Apel, 2002). Yepes
Tpu roja aBa Oenka, romonornyabix FLU, Obutn Haiimensr u y Chlamydomonas reinhardtii. Dtu
FLP (Elu-Like Protein) 6enku npoTsikeHHOCTHIO 373 1 386 aMHHOKHUCIIOT SIBISIOTCS PE3y/IbTaTOM
allbTEPHATHBHOTO CIUTaiichHra TpaHckpunToB simepuoro rena flp (Falciatore et al.,, 2005).
VMMyHOIETEKIMS MMOKa3ajia, YTO OHHU JIOKAJIM30BaHbl B MEMOpaHaX XJIOPOIUIACTa W CIOCOOHBI
cnenupuyeckn cBsa3biBaTh PepmMeHT GIuTR, uurnbupys cunres 5-AJIK. Dkcmpeccust rena flp
MO3UTHUBHO PETYJIIUPYETCSI CBETOM, a B YCJIOBHUSX TEMHOBOTO pPOCTa — HHTEPMEIHAaTaMU OMOCHHTE32a
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xsopoduiuia: npotonoppupunom IX, Mg-nporonoppuprunom u mnpotoxgopodumumaom. HenaHo
OBUTO YCTAaHOBJIEHO, YTO Yy ONHCaHHOro emie B 1974 romy wmyraHta stamens tigrina-d,
HakaruBatoniero nporoxyiopodwng B temuore (Nielsen, 1974), mMyraHTHBINA TeH, SBISETCS
opronorom rena flu Arabidopsis thaliana (Lee et al., 2003).

Ceemonezasucumulii ouocunmes xaopogunnuda. B Hacrosiee BpeMsi 0OHAPYKEHO TpH
reHa, HEOOXOAMMBIE /IS BOCCTAHOBIACHHS mpoToxiopodmmiuaa B TemHore. Y Rhodobacter
capsulatus ouu ObuM 0003HaueHbl kak reHbl DChB, bchL u bchN, a ux opronoru, mosmguee
HaiIecHHBIE B TEHOMaX XJIOPOILIACTOB 3yKapHOT, monyunin Ha3Bauus: ChIB, chlL u chIN. Otu rens
konupytor Tpu cyobenuannsl (B, L, N) temuoBoro d¢epmenra HAJIDH-nportoxmopodpumma
okcupopenykrassl (TIIOP) (tabn. 1, Ne 17), aMMHOKHCIIOTHBIE IOCIIEAOBATEILHOCTH KOTOPBIX
cxomHbl ¢ cyobenuaniamu (¢epmenta HutporeHassl — NifK, NifH, NifD, coorBercTBeHHO
(Armstrong, 1998).

TemHOBOE mpeBpalieHue MPOTOXJIOPOPUUIUAA B XJIOPOPHUIUI — ATO BAXKHEUIIMHA 3Tam
OonocuHTEe3a XJIopodrLIa.

Ceemo3zasucumotit Ouocunmes xaopoguiaiuda. DTUOIUPOBAHHBIE IPOPOCTKH BBICHIMX
pacTeHuii, BEIpaIlleHHbIE B TEMHOTE, OKPAIICHBI B JKEITHIH BET © MOP(HOIOTHIECKU OTITHYAOTCS OT
3€JICHbIX, PAaCTYIIMX Ha CBETY. VX XJIOpPOIUIaCThl HE COAEpKaT TUJIAKOUIOB, a JIUIIb MeMOpaHHBIE
My3bIPbKH, W XJOpoduiia, OHOCHHTE3 KOTOPOrO OCTAaHOBJIEH Ha CTaauud oOpa3oBaHMS
npotoxyopodpuuinaa. OHU TPEACTABISAIOT COOOW STHOIUIACTHI C MPOJAMEIUIIPHBIM TEJIOM U
OTXOJSIIUMH OT HETO MPOTHIIAKOUIAMH, Ha KOTOPBIX aKKyMYJIHUPYIOTCS CTAaOMIbHBIC KOMILICKCHI
csero3aBucumoit HA JI®H-nporoxnopopmmmua okcunopenykrassl (cIIOP) (Jlagpirun u ap., 1973;
Aronsson et al., 2003).

B kneTkax TakuxX STHOJMPOBAHHBIX IMPOPOCTKOB CBET 3aIlyCKAeT IPOLECC 3eJICHEHUS:
[Iporoxnopodmmma mnpeBpammaercss B xjopobwmumua u ganee B xyopodmmn. 3arem clIIOP
nepemernaercs B mpotwiakounsl (Ryberg, Dehesh, 1986), u npoucxoautr nuddepeHimanms
ATHOIUIACTOB B XJIOPOIUIACTHI, KOTIa TIPOJIAMEIISIPHBIC Tela M MPOTUIAKOUABI TPAHC(HOPMHUPYIOTCS
B THJIAKOUJbI, KOTOpBIe (POPMHUPYIOT Pa3BUTYIO JamelursipHyto cuctemy (Jlaapirun u ap., 1973;
Aronsson et al., 2003). CTapTOBBIM MEXaHU3MOM 3THUX CTPYKTYPHO-(DYHKIIMOHATHHBIX U3MECHEHUI
cnyxut nornomenue ceera clIOP. K nactosmemy Bpemenu 3ToT mpouecc 3eicHeHus Yellow
MyTaHTOB omucaH goctatroyHo monapobno (bemsesa, Jluteun, 2007; Yekynosa, Jlagsirun, 2014;
Lebedev, Timko, 1998).

buocunmes xnopogpunna a. Tlocnegnuii stan GOpMUPOBAHUS MOJICKYJIBI XJIOpoduiuia —
3T0 ATepudukamus xmopopmwmuaa a (GUTOIOM, T. €. MPUCOSAUHEHHE (PHUTONBHOTO “XBocTa” K
OCTaTKy MPOMMOHOBON KUCIOTHI B 03Ut C17. depMeHT, OCYIIEeCTBISIONINN 3Ty PEaKIfio, ObLT
BeienieH w3 Rhodobacter capsulatus w masBan Oakrepuoxnopoduut cunrerasoi (Bollivar et al.,
1994). Haiigen Ob1 W TeH, Komupyromuii 3ToT ¢Gepment — bchG. BmocmemctBuun B renHomax
Chlamydomonas reinhardtii u Beicinx pacrenuit Obi1n 00HapyxeHsl ero opronoru — chlG (puc. 1,
mrar 15) (Garcia-Gil et al., 2003). ®uron — 3o MmononenacsitneHusiii cupt (CooH3zgOH), KoTopsIii
CHUHTE3UpYETCS M3 TepaHuiIrepanui-gudocdaTa, a 3areM IMOABEpraercs peayKuuu (epMeHTOM
TrepaHmITePaHIII-PEAYKTa30i ¢ oOpazoBanuem ¢dutuia-gudocdara. OH KOIUPYyeTCS TEHAMH:
bchP/chlP (y Oakrtepwii W 3yKapuOT, COOTBETCTBEHHO) W Y4YacTBYeT Takke B OHMOCHHTE3e
KapOTHHOMIOB. XJIOPOPHUIUI CHHTETa3a B Ka4eCTBe CyOCcTpaTa MOXKET UCIIOIB30BaTh 00a M30IpPeHa:
repaHuiarepanwi-agudocdar u putuia-ngudocdar.

Ha TwumakomaHbIXx MeMOpaHaxX  XJIOPOIUIACTOB — CBETOBash JHEPrUsl  IOTJIOMIAETCS
CBETOCOOMPAIOIIMMHU MMUTMEHT-0eIKOBbIMU KoMiutekcamu JByX ¢orocuctem (CCK-1 u CCK-II).
Tunununsiid anonporenH CCK-II cBs3piBaeT 17 MOJEKya MUTMEHTOB, U3 KOTOPBIX 3 — MOJIEKYJIbI
KapoTUHOUAOB (kcantodumioB) u 14 wmonekyn xmopodumuioB (8 — xmopodpumna a u 6 —
xmopodumta b). Xmopodmmnr b — JOMOMHUTEIBHBI MUTMEHT pPACTCHHM, BOAOPOCIEH U
pOXJIOPOdUT, 1051 KoToporo cocTabisieT 15-50% ot ob1iero copepkaHus XI0popUILIOB.

Buocunmes xnopogpunna b. B nporecce 6uocuntesa xaopopumia b u3 xaopobumnmaa a
WIA U3 XJIopo(uiia ¢ MpOUCXOTUT TOCIEOBATEIBHOE JABYXCTYIIEHYAaTOC OKUCICHUE METHIIbHOU
TPYIIBl B TIOJOXKCHUH 7 Makporukia 1m0 (opmunpHO. Peaknuio katammsupyer ¢GepMeHT
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xsopodmuma/xinopoduni-a-okcurenaza (CAO) B npucyrereun kucinopona (Tanaka et al., 1998).
Y Chlamydomonas reinhardtii cuare3 xmopodumia b koaTpoaupyercs reaom cbn-1-48 (Jlagpirus,
1976, 1988, 1991; Mupnas u np., 1990; Uynaes u ap., 1981, 1984; Chunaev et al., 1987).
CyOCcTpaToM HJisi HETO MOKET CIYKHTh Kak XJIOpoOWIIug a Tak u xjaopobuit a (puc. 1, maru 15,
16).

Myrtantel 6e3 xaopodumia b Obutk BriepBbie moaydeHbl Ha Arabidopsis thaliana B 1963
roay (Hirono, Redei, 1963). [TozaHee, oHM OBUIM HAaWICHBI Yy MHOTHX JPYTUX BBICIIMX PAaCTCHUM,
BKJIIOYAsl STIMEHb, KyKYpy3y W puc. ['eHeTHdyeckuil aHalu3 AECSATH MOJOOHBIX MYTaHTOB SYMEHS
nmokaszajl, 4ro K morepe xyjopodmuia b BeayT Myranmuu W3 OAHON TPYIIBI KOMIUIEMEHTAIWH,
CBHJICTEIIBCTBYS O TOM, YTO CHHTE3 XJIOpoduiuia b KOHTPOIUPYETCS OAHUM IeHETHUECKHM JIOKYCOM
(Simpson et al., 1985). IlepBbiit Mmyrant 6e3 xmopopwmuta b y Chlamydomonas reinhardtii obun
noydeH B ¢deBpane 1972 roma ¢ mOMOIIBIO Y-U3ITydEHUS Cs™’ u ommcan B 1976 rony (Jlageirun,
1976). Ilocne mosy4eHHsI KOJUIEKLMM TaKMX MYTAHTOB YAAJlOCh YCTAaHOBUTbH, YTO OTCYTCTBHE
xnmopoduiuia b 00ycoBIeHO pelleCCHBHBIMU MYTAIMSIMK B siepHOM reHe cbn-1-48 (Muphas u np.,
1990). Orot ren, no3auee nonyunsiimii HazBanue CAO (chlorophyll-a-oxygease) (puc. 2, mar 16),
ObUT KJIOHHUPOBaH C IIOMOIIBI0 HHCEPHHOHHBIX MyrtanToB Chlamydomonas reinhardtii, ne
CocoOHBIX cuHTE3upoBarh xjopodmmn b (Tanaka et al., 1998). B nanbheiimem, ero
HYKJICOTUAHYIO TIOCIIEAOBATEIFHOCTh HCIIONB30BAM JUISI TIOMCKAa TOMOJIOTUYHBIX TE€HOB B
renomubIxX U kJIHK 6ubmmorekax Arabidopsis thaliana u apyrux BbICIIMX pacTCHUH.

Cunre3 xnopodumuia b B pacTUTENbHOU KIIETKE PETYIHPYETCs Ha YPOBHE TPAHCKPHUIIIIUU
rena CAO u noctrpancnsiuonHo. Monekyna ¢gepmenta CAO Bkmowaer Tpu nomena: A, B u C,
OpH  3TOM, KaTaIUTHUYECKyl0 (yHKOHIo BeimonHseT goMeH C. TpaHCreHHbIE pacTeHHS,
skcnpeccupyrone 0enok CAO 6e3 N-koHieBoro A-jgoMeHa HakarmBaiau xjopodwut b u
nmorubanu ot obecnBeunBanus Ha cBeTy (Yamasato et al., 2008). ABTOpBI MPeAmON0KUIN, 4TO A-
JOMEH y4YacTBYeT B KOHTpoJie OMOCHHTE3a XJopopwiia D W HEoOXomum Ui 3aIluThl OT
(dhoTomEeCTPYKITUH.
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I'TABA X

BUOXUMHNYECKAA XAPAKTEPUCTHKA XJIOPODPUJLJI-BEJIKOBbIX
KOMIIVIEKCOB ®OTOCUCTEM CHLAMYDOMONAS REINHARDTII

CocraB xjopohmioB u KapoTHHOMAOB B kierkax Chlamydomonas reinhardtii
NPaKTUYECKH HE OTJIMYACTCS OT COCTaBa IMMIMEHTOB XJIOPOIUIACTOB BBICHIMX pacTteHuid. Kpome
TOro, OMOXHMHYECKHH COCTaB XJIOPOMWII-OCTKOBBIX KOMIUIEKCOB M HMX OpraHU3alusi M
B3auMozeiicteue B ¢ortocucreme | u B ¢orocucreme Il, a Takke uXx cBeTOCOOMpPAIOLINX
KOMITJIEKCOB HE OTJIMYAETCS OT TAKOBBIX B XJIOPOIUIACTAX BBICIINX PACTCHUI.

1. Copepxanue xnopoduiia B komiiekcax gorocucrem

YuuThiBast, 4To Cenu(PUIHOCTH OCIKOB-HOCHUTENEH B KOMIUIEKCaX UTPAET PEHIAIONIyI0 POJIb
B JIOKaIU3alluu XJIOpO(UIIa, MOXKHO OBUIO OXHAATh TMOTEPI0 B KAXKIOM KOHKPETHOM MYTAaHTE
MMEHHO TOH 4YacTu Xxjopoduiuia, KoTopas Oblia CBA3aHA C yTPAYEHHBIM B PE3yIbTaTe MYTaIMH
komIuiekcoM. MccnenoBanus, nposeneHHbie Hamu (Jlageiruu, 1980; Jlagsirun u np., 1983),
MOJTHOCTBIO TOATBEPAWSIM 3Ty THIOTE3y W TMO3BOJIMIIM YCTAaHOBUTH, YTO IIOTEPsl JFOOOTO
XJIOpO(UIIT-O0ETKOBOTO KOMIUIEKCA Y MYTAHTOB COINPOBOXAANACh YMEHBIIEHUEM OIPEACTECHHOTO
KojudyecTBa (Tabn. 1) MUTMEHTOB B pacyeTe Ha KIETKY C XapaKTEePHBIMH CIEKTPaJbHBIMHU,
OnoxuMuYecKuMHU U poToxumudeckumu cBoiictBamu (Jlagpirun, 1980, 1993; Jlagsirun u np., 1988,
1989; Jlebenes u ap., 1990). Tak, y myranta C-48 u Bcex xyopoduiut b-aehHIUTHBIX MyTaHTOB
(UynaeB u ap., 1984; Chunaev, 1990) He ¢opmupoBaics cBerocoduparomuii xiaopoduni-a/b-
oenxobiii komiuteke 11 (CCK-II) u Tepsuics Bech xmopodumt b (Jlagsirus u ap., 1983). Tlpu stom
JIOJISL CBSI3aHHOTO C 9TUM KOMILIEKCOM M COOTBETCTBEHHO YTPAuE€HHOTO XJIOPO(DHUIUIA a COCTaBIIsIIA
okoJio 30% OT comepxkaHus ero B KiIeTkax aukoro tuna (Jlagerun u ap., 1989).

Tadauua 1. Conepkanue MUTMEHTOB (Xj0poduiuia a* 1 KapOTHHOUIOB) B KJIIETKaX JTUKOTO
THIIA ¥ OJMHAPHBIX, IBOMHBIX U TPOWHBIX MyTanToB Chlamydomonas reinhardtii

[Tranmit Xnopodunn a | Kaporunouns | Xnopoduii a ‘ Kaporunouzs! | Xnopodpumn al

MKr/10" KIeTok MTI/T CBIPOH Macchl Kaporunonast
K(+)* 22.3%0.7 6.5+0.6 6.76 +0.28 2.09+0.19 3.2-34
C-48 15.2+0.6 45+0.5 5.31+0.36 1.29+£0.27 3.4-4.1
CC-107 9.2+08 34+03 2.16 +0.47 0.84+0.14 2.6-2.7
ACC-11 3.6+0.7 3.2+0.6 0.62 £ 0.09 0.55+0.11 1.1-1.2
ACC-14 3.2+05 29+04 0.55 +0.07 0.50 £ 0.08 1.1-15
ACC-42 33+04 27+05 0.57 £ 0.06 0.47 +0.09 1.1-1.3
ACC-66 20+04 19+05 0.35+0.08 0.32 +0.02 1.0-11
ACC-98 23+05 19+0.3 0.40 £ 0.04 0.27 £ 0.09 1.2-15
ACC-100 28+04 21+05 0.45+0.11 0.28 £0.05 1.3-1.6
ACC-238 23+0.3 1.7+04 0.42 £ 0.06 0.28 £ 0.06 1.4-1.5

[Mpumeuanne. C-48 — onuHapHsblil MyTaHT, He conepxkammii CCK-11 u xnopodumna b; CC-

107 — gBoitHOM MyTaHT, 6€3 CBETOCOOMPAIOIINX KOMILJIEKCOB, coaepkamuid Tojabko PL ®C-1 u PI]
@C-1l; ACC-11, ACC-14, ACC-42 — tpoiiHble MyTaHTBI, COJEpKaIIie TOJIbK0 KoMIiekcsl PI] ®C-
I; ACC-66, ACC-98, ACC-100, ACC-238 — TpoiiHbIe MyTaHTBI, COJIEPKAIINE TOJTHKO KOMIIJIEKCHI
PI] ®C-II. *K(+) — mtamm aukoro tumna 137C mt(+) 1OMOJHUTEIBLHO CONEPKUT Xaopodumt b: 9.8
Mkr/10” kierok wm 2.54 Mr/r CBIPOI MacCHI.
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Opnunapubie MyTtanTsl C-10 u C-42, yrpaTuBiime cCBETOCOOMPAIOINNA XJI0po(UILI-6eIKOBBII
koMmiuiekc | (CCK-l), nakarmmBanu Ha 20-30% MeHbIlle TUTMEHTOB, Y€M KJIETKH JMKOTO THIIA
(JTagerun, 1993; Jlaneirun u ap., 1989). A nBoiinoit myrant CC-107, He comepxkamuii o6omx
CBETOCOOMPAIOIINX KOMIUIEKCOB, HakaruiuBai xjopodumia Ha 60—70% meHsbIle, 4eM B KOHTPOJIE
(Jlaperrun, 1993, 1998; Jlageirun u np., 1989). 3T nanHbie 1aBajii OCHOBAHUE YTBEPXKIATbh, UTO
UMEHHO TaKoe KOJIMYECTBO XJIopodmiioB (B TOM 4ymcie Bech ximopodwnt b) Bxoaut B cocras
CBETOCOOHMPAIOIINX KOMILJIEKCOB.

HccnenoBanusi oqHApHBIX HE(DOTOCHHTE3UPYIOMIMX MYTaHTOB A-66 u A-90, yTpaTtuBmmx
XJIOpoGHIUT OENKOBBIE KOMIUIEKCHl peakuuoHHbIX 1eHTpoB PC-1 (CP-1) wmu OC-II (CP-1I)
(JTagerrun, 1980), a Takke TPOWHBIX MYTAaHTOB, COJICPIKAIIMX B YUCTOM BUJIE TOJIBKO OJWH U3 ATHUX
KOMIUJIEKCOB, ITO3BOJIMIIA YCTaHOBUTH (Tab:. 1), uto Ha momto komruiekca PL] @C-I (myranter ACC-
11, ACC-14 u ACC-42) npuxonutcs 15-20% xnopodwmina a, a Ha nomo komiuviekca PL[ ©C-II
(mytantel ACC-66, ACC-98, ACC-100 u ACC-238) — 10-15% xmopoduiia a oT oOIIero ero
conepxkaHus B kieTkax nukoro tuna K(+) (Jlageirun, 1993, 1998; Jlagsirun u ap., 1989).

mol. wt

w—no

—110

—30

K@  CC-107  A-66-90

Puc. 1. I'enp-3nexTpodopes XI0poPHLI-OSIKOBBIX KOMIIJIEKCOB MEMOpPaH XJIOPOTUIACTOB
kietok aukoro tuna K(+) u aBoiinbix myrantoB: CC-107, comeprkariero Toibko Komruiekesl PL]
®OC-1 (CP-1) u PII ®C-II (CP-II), u rubpuga A-66-90, comepskaiiero TOJbKO CBETOCOOMparOIIne
komruiekeel: CCK-I (LHg + LHy) u CCK-1l (LH; + LH; + LH3).

[{udpamu mokazaHbl BETUINHBI MOJIEKYIISIPHBIX Macc (MoJ1. M.). Y mytadTa A-66-90 momnoca
LHy BeisiBiIIeTCa Hag nonocoit LH1 B pe3ynbrare yacTuuHOro HapyuieHus: cTpykTypsl LHy.

W3menenust B cofepKaHUU KapOTUHOUIOB OBLIM MEHee 3HauuTeNbHbIMU (JIagpiruH U 1p.,
1990; IMakmmuaa u nap., 1991) u, mo-BUAMMOMY, HE SBJISUIMCH TPSIMBIM CIICICTBHEM MYTAaIlHil.
BepositHo, oHM Obutn  00ycnmoBieHBI JHOO IUIEHOTPONIHBIM — JEHCTBHEM T€HOB, JHOO
B3aMMO3aBUCHUMBIM  CHHTE30M [HIMEHTOB U  JECTPYKTUBHBIMM H3MEHEHHSIMH MeMOpaH
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XJIOPOIUTACTOB B Pe3yJIbTaTe MOTEPH XJIOPOPHIIIa MUTMEHT-OETKOBBIX KOMIUIEKCOB (JlagpiruH u
ap., 1980, 1989, 1990; Cemenona, Jlagsirun, 1985).

2. UnenTupuxanus xJa0poGui-0eJ1KOBbIX KOMIICKCOB

Jlis ycTaHOBIIEHUS IPSIMOM CBSI3M U3MEHEHHI B COICPKAHUM MUTMEHTOB U MIACHTU(PUKAIIII
MPUHAJICKHOCTH  OTHENBHBIX  XJIOPOMUIUI-COAEPKAIMX TIOJI0OC B Tejle K  ONpeAeliCHHBIM
KOMIUIEKCaM HeoOX0IuMO ObUIO NMPOBECTH aHAIM3 MEMOpaH XJIOPOIUIACTOB MYTAaHTOB METOIOM
renb-anekTpodopesa. Jlydme 3To OBUIO chenarb, HCCienys ABOWHBIE MyTaHThl (puc. 1),
conepxarue Toabko KoMruiekcsl PL @C-1 u PI ®C-II (CC-107) unm Toneko CCK-1 u CCK-II (A-
66-90) B cpaBHEeHUU ¢ KiIeTKaMu qukoro tuma K(+). Mbl yCTaHOBHIIM, YTO B I'eJie MOXKHO BBISIBUTH
10 OJTHOM TMos0ce XJIOPODHIII-a-0eNKOBBIX KOMILIEKCOB peakinoHHoro mneHTpa ®C-1 (CP-I) wmm
peakiuonHoro eHtpa OC-11 (CP-11) u tpu xnopopumi-coaepxkariue mosockl (LH1, LH2, LH3),
MpHUHAIEKAIMe cBeTocobuparomemy xiopodumui-a/b-o6enxkoBomy komrutekcy Il (CCK-I1), u nBe
nojiocel (LHp u LHy), npuHamiexarue cBerocoduparoniemy xiopodui-a(uiu al/b)-6enkoBomy
komruiekcy | (CCK-l), a taxxe omHy mojocy cBoOoanbix rmurMeHToB (FP), comepkamiyio He
CBsI3aHHBIE C OENTKOM XJIOpOGHILT @ U KapoTHHOUABI (JIagsirun u np., 1983).

3. HosmunenTUAHBIA COCTAB HHAMBUIYAJIbHBIX KOMILJIEKCOB

Msbl  uccnefoBaJid  COCTaB  IMOJMIIENTHIOB MYTAHTOB, HE CIIOCOOHBIX K CHHTE3Y
OTpe/IeJICHHBIX MTUTMEHT-0eIKOBbIX KoMIuiekcoB (JIebeneB u np., 1990; Xaremos u ap., 1995). Ha
OCHOBAHHHU BCECTOPOHHETO aHAJM3a PA3IMYHBIX MyTaHTOB ObLIO MokazaHo (JleGeneB u ap., 1990;
XateInoB u ap., 1995), uro y Chlamydomonas, xak u y BeicInx pacrenuii (Svensson et al., 1991;
Ikeushi, 1992a; lkeushi, 1992b), ceerocoduparomuii xaopodpuni-a/b-6enxossrit komrieke 11 (CCK-
II) comepkuT TpWM OCHOBHBIX ToyMmenTuaa ¢ Moia. M. 26, 28 u 31 k/la. B cocras
cBeTocobuparoriero xnopodumi-6enkoBoro kommuiekca | (CCK-I) BxogsT Takxke Tpu MoaunenTuaa
c moi. M. 23, 25 u 34 x/la (JIe6enes u ap., 1990).

OCHOBHBIMU  TOJIMOENTUIAMH  XJOpOopmLI-a-0enkoBoro komrmiekca @DPC-l1  sBusioTcs
xJopoduiuI-cofepxkaiue moaunentuasl 65 u 68 kJla, oOpasyroomme BHYTPEHHIOIO aHTECHHY
peakimonHoro nentpa ®C-l. BaxuapiM ycrmoBueM mis (GOpMHpPOBAHHUS M arperaindd HAaUBHOTO
kommuiekca @DC-1 sBasercs Hammuue mnomunentuaa 19 kx/la (OKe-S-6Genka). Y  MyraHTOB,
YTPaTUBIIUX 3TOT HHU3KOMOJICKYJISIpHBIN monunentuna, Bech komiuiekc @C-1 He dopmupyercs
(JIe6enes u ap., 1990).

AHaJIOTUYHBIM 00pa30M MPOUCXOAUT (POPMHUPOBAHKE U arperanus XJIopopuui-a-6eIKoBoro
komruiekca PI[ ®C-1l. B 3TOM KOMIUIEKCE OCHOBHBIMHU XJIOPO(MUILI-COACPKATUMU OeTKaMu
ABIISIIOTCSL BBICOKOMOJIEKYNsApHble mnonunentuasl 47 u 51 k/la (CP43, CP47), obpasyromue
BHYTPEHHIOIO aHTeHHY peaknuoHHoro IeHtpa ®C-ll. Omgnako mas HOpMambHOTO (HOPMHUPOBAHHS
KOMIIJIEKCA, BKJIFOYAIOIIEro MOMUMO YKa3aHHBIX BBIIIE MOJUIENTHAOB U repOULINI-CBA3BIBAIOIINN
oemok JI1 (32 x/la), nHeobxoaum emie J12-6emok (30 x/la). Ecnmu y MyTaHTOB HapyIraeTcs CHHTE3
nonunentuaa 30 k/la, To y HUX He MPOUCXOAUT 00pazoBaHue U arperaius Bcero komriekca @C-I1
(JIebeneB u ap., 1990). bonee nerambHO OXapakTEpU30BaH MOJUAIIECTITHIHBIA COCTAaB y BBICIIMX
pacrenwuii (Svensson et al., 1991; Ikeushi, 1992a, 1992b; Bassi et al., 1992; Zilber, Malkin, 1992).
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I'JTABA XI

CHEKTPAJIBHBIE CBOMCTBA HATUBHBIX XJIOPOPUILI-BEJIKOBBIX
KOMIIVIEKCOB ®OTOCUCTEM CHLAMYDOMONAS REINHARDTII

B HacTofiiee BpeMs YCTaHOBJEHO, 4YTO BECh XJIOPOPHUIUT B XJIOPOIUIACTaX 3EJIEHBIX
BOJIOPOCJICH M BBICHIMX PACTEHUH JIOKATM30BaH B MUTMEHT-OEITKOBBIX KOMILIEKCaX (HOTOCHUCTEM.
OcHoBHast 4acTth xyopopmmia a 1o 50-60% wu Bech xmopodusn b cBs3anbl ¢ Oenkamu
cBeTocoOuparomux xjaopopuini-a/b-6enkoBbix komiuiekcoB ¢orocuctembl | u ¢dorocucremsr |l
(CCK | u CCK Il). Ocranpnas wactb 40-50% xjopoduiiza a BXOIUT B COCTaB SAPOBBIX
XJIOpOPUILT-a-OETTKOBBIX KOMILJICKCOB PEAKIIMOHHBIX LEHTPOB (orocuctemsl | u ¢gorocuctems |l
(PLI ®C-1 u PI| ®C- Il) (Jlagprun, 1993, 1998). Ilpuyem ocobo cienyeT OTMETHTh, YTO B
3aBHCHMOCTH OT TOTO C KaKMM M3 OEIKOB CBSI3aHBI MOJIEKYJBI XJIOpo(huiuia, OyaeT 3aBHCETh UX
MIPOCTPAHCTBEHHA JIOKATH3aUs B MeMOpaHaxX THJIAKOUJOB, MX B3aUMOJEHCTBUU MEXIY COOOH, a,
CJIEJIOBATENFHO, U UX CIIEKTPHI MOTJIOMICHUS U U3ITydeHUs: (IyOpecleHIINN XJIOpopuilia Kaxaoro
U3 YeThIpeX MHAMBHUAYAIbHBIX MUTMEHT-OCIKOBBIX KOMILIEKCOB. 3-3a BBICOKOII MHTEHCHBHOCTH
MUTpallMd HEPTrUU €O CBeTocoOMparonmx KoMiuiekcoB | u Il Ha KOMIUIEKCHI peaKIMOHHBIX
neHTpoB ®C-1 u ®C- |l npu komuHatHOU Temmeparype (20-25°C) MBI He MOXeM HaOJIOAaTh
MaKCHUMYMBI TOTJIONMIEHUS ¥ (IIYOPECIICHIINH XJI0PO(DUIIa HHIAUBUAYATHHBIX KOMIUIEKCOB. UTOOBI
YCTaHOBUTH UX MAaKCHUMYMbI MOTJIOUICHUS U (DIyOpecLeHIInN, HEOOX0AUMO 3aMOPO3UTh B KUIKOM
a30Te 00pas3ibl W OJOKHPOBATH MHTPAIMIO IHEPTHH MEXAY KOMIUIEKCAMHU, HCIONB3YS METO]I
BTOPOW WJIM YETBEPTOM MPOU3BOHON CIIEKTPOB IMOTJIOMICHUS U (piryopecuieHnu. UMEHHO MEeTOIbI
HuskoreMmiieparypusie (—196°C), nmpousBoaHbIE CIIEKTPOPOTOMETPUH, OBLITU HCIIONIH30BAHBI HAMU
JUIS  YCTaHOBJIEHHMS WHIUBUIYaJIbHBIX GopM XJopopmiga U MaKCUMyMOB  M3JIy4ECHHUS
(hIyOopecHeHINN KaXKI0TO U3 YEThIPeX HATHBHBIX KOMILIEKCOB C MOMOIIBIO MOJIEIBHBIX 00BEKTOB:
OJIMHAPHBIX, JBOMHBIX W TPOMHBIX MUTMEHTHBIX MyTaHTOB Chlamydomonas reinhardtii (JIagsirum,
1979, 1991, 1993, 1998; Jlansirus u ap., 1979; Jlaneirun, Jlebenes, 1986).

1. CnexkTpajibabie popMbl XJ10pOPUIIIa HATUBHBIX KOMILIEKCOB

Bce Bricine pacTeHus U 3€JeHbIE BOJOPOCIH UMEIOT JIBa THIIA MOJIEKYJ XJIOPO(pHIIOB a U
b. B akcTpakTe KaXKIblii W3 3THUX NUTMEHTOB HMMEET TOJIbKO OJUH MaKCHMYM IOTJIOIICHHUS,
HanpuMmep, B aneToHe npu 662 u 644 HM cCOOTBETCTBEHHO. He BBIABIAIOTCA B SKCTpAKTE IpYyrue
MaKCUMYyMBI ¥ TIPY MCTIOJIB30BaHUH MTPOM3BOAHON criekTpodoTomerpun (Jlagsirun, 1985). B To xe
BpEMsi B XJIOPOIUIACTAX KHUBBIX KIIETOK U3BECTHBI IBE OPMBI XJopoduiuia b 1, mo-suaumMomy, cemMb
ocHOBHBIX (opm xmopodpummta a (Jagermrwn, 1980, 1985). OnHoit ©3 TIaBHBIX PHYHH,
M3MEHSIONIMX CIEKTpaJbHBIE CBOMCTBA MOJIEKYJBl XJIOpopwiuia in  vivo, SBISETCS €ro
B3aUMOJICKCTBHE CO CHEeUU(PUISCKUMH OenkaMyu MeMOpaH XJOpOIUIaCTOB, TEHETHYECKOE
HapylLIEHHE KOTOpBIX BEAET K IIOTEpE AKTUBHOCTU peakUUOHHBbIX LeHTpoB PC-l1 wm OPC-Il B
3aBHUCHUMOCTH OT TOT0, Kakoi W3 OENKOB yTpaueH B pe3yibTare myranuu. [IpoBeneHHble Hamu
uccienoBanus MyTanToB: 1) A-66 ¢ HeaktuBHOU DC-1, 2) A-90 ¢ HeakTuBHO DOC-1l 1 3) A-66-90
C HEaKTUBHbIMH o0euMu (oTocucTeMaMu MO3BOJIUIN YCTAaHOBUTH pPAa3MUYHbIE CIIEKTpajbHbIE
¢dopmbl xJopoduisia B HATUBHBIX IHMIMEHT-OEIKOBBIX KOMIUIEKCAX MeMOpaH XJIOPOIIACTOB
(Tamerrus, 1980, 1985, 1998), uTo ¢ HCIOIB30BaHUEM APYTHX METOIOB CIIEIATh HEBO3ZMOYKHO.

Hcnonp3oBaHue LENbIX KJIETOK MYTAHTOB MO3BOJHJIO YCTaHOBUTH (puc. 1), 4yTo (GopmbI
xjopoduiia @ ¢ MakcuMymamu morsomenus npu 689, 698 u 703 HM BXOIAT TOJIBKO B COCTaB
xsopoduiui-a-6enkoBoro komrviekca @C-1 1 BBIMONHAIOT (QYHKIUM BHYTPEHHEH AaHTEHHBI e€e
peakmuonHoro neHrpa Il7g0. YTpaTta xommiekca @C-1 (myranT A-66) NPUBOIUT K MUCUEC3HOBEHHIO
ATHX TI0JIOC MOTJIOMICHUS B CIIEKTPE.

®dopwmel xopoduiia a 661, 673, 685 HM ¢ OCHOBHBIM JIJTMHHOBOJTHOBBIM MaKCHUMYMOM TIPH
685 um (Jlagpirun, 1985) BXOAAT B cOCTaB XJOPOGMILI-a-0EIKOBOTO KOMIUIEKCA PEAKIIMOHHOTO
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nenrpa OC-ll. Myraut A-90, yTpaTHBIIMN 3TOT KOMIUIEKC, TE€pSieT COOTBETCTBYIOUIHE (OPMBI
XJIOpOUIUIa W BBHINOJHACT (YHKLUMU BHYTPEHHEH AaHTEHHBl €€ peakUHMOHHOro IeHrpa Ilego.
Coxpanenue y ruOpugHoro mramma A-66-90 ¢ HeakTHBHBIMH oOeumH (oTocucremMamu (HopMm
xmopoduiuta b ipu 644 u 649 HM U Gopm xmopoduiIa ¢ ¢ MAKCUMYMaMH TOTJIOIIEHUS pH 661,
667 u 678 UM yKa3pIBaJl0O HA MPHUHAUIKHOCTH ATUX (OpM XJIOpoduuia K CBETOCOOHPAIOIINM

komruiekcam (Jlagerun, 1970, 1993, 1998).
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650 700 A, HM

Puc. 1. CHCKTZpBI nornomenuss xjgopobumia (A — crulomIHas JIMHHUS) W WX BTOPBIC
IIPOU3BOHBIC (A*A/AN - INyHKTUpHAas JUHUA) Ipu Temrnepatype —196°C knerok nukoro tuna K(+)
u mytantoB: 06e3 ®C-l (A-66), 6e3 OC-II (A-90) u rubpuma 6e3 obenx dorocucrem (A-66-90).
CriexTpbl BTOPOil MPOM3BOAHOM U1 y100CTBA MPEICTaBIECHB MAKCUMYMaMH BBEpPX.
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[Tormouienue

1

1 1 1 1 1 ) 1 1 1 1 1 1 1 J

650 700 650 700

A, HM

Puc. 2. CHCKT};BI noryomenust xjaopobumia (A — crulomIHas JIMHHWS) W UX BTOPBIC
IIPOU3BOHBIC (A*A/AN — NyHKTUpPHAas JUHMS) npu Temneparype —196°C TpoilHBIX MYTaHTOB,
conepxanux yrctoie CCK-II (BP-5-16) i CCK-1 (A-66-90-1), a Takke BBIIEIEHHBIX U3 KJICTOK
mukoro tuna K(+) ¢ momombio renb-sniekrpodopesa xiopopuiui-oenkoBsix nojoc; LH3 (MoHOMEp
CCK-II) u LHp (omuromep CCK-I). CniekTpsl BTOpPOIl POU3BOIHOMN ISl YA0OCTBA MPEACTaBICHBI
MaKCUMyMaMH BBEpX.
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JUisi TOATBEpIKIEHUST ITUX BBIBOJAOB MBI MPOBEIU HCCIEAOBAHHWE HA IMOJYYCHHBIX HAMU
TPOMHBIX MyTaHTaX. BriepBbie Ha HENbIX KIETKaX yIal0Ch YCTAHOBUTh KOHKPETHBIC CIICKTPaIbHBIC
(bopMbI XJIOPOPHIIIOB ITUX KOMILIEKCOB: @) JUIi HATUBHOIO CcBeTOocoOMparomiero xiaopoduui-a/b-
oenkoBoro komruiekca II (CCK-II) 649, 661, 667, 676 HM u 0) 1yIs1 HATUBHOTO CBETOCOOUPAIOIIIETO
xnopoduiui-a(wiu a/b)-6enxosoro komiiekca | (CCK-1) 644, 661, 663, 671, 681 uwm (puc. 2).

2. MakcumyMbl duiyopecueHIIUN XJI0popuIjIa HATUBHBIX KOMILIEKCOB

W3BectHo, uto kierku mukoro tuna Chlamydomonas reinhardtii umetor Tpu xapakrepHbie
MOJIOCHI B CIIEKTpE HM3TydeHus ¢iyopecueHuu xmnopodmwuia npu —196°C ¢ MakcuMymMamu TIpu
686, 697 1 715 HM u cnabo BBIPaXKEHHBIM MaKCUMyM B obsactu 678—681 uwm (puc. 3).
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Puc. 3. Cnektpsl uznyuenus ayopecteHiuu xjaopodumia (F — crjomHas TUHUS) U UX
BTOPBIC TIPOU3BOIHBIC (AZF/AK2 — MYHKTUPHAs JUHUSA) Npu Temmneparype —196°C KIeToKk TUKOTO
tuna K(+), nBo#HBIX MyTaHTOB: coaepxammx Toipko @DC-1 u DOC-1I (CC-107) wunwm
ceerocobuparomue komruiekcbl CCK-1 u CCK-Il (A-66-90), a Takke TpOWHBIX MYTaHTOB: C
BbICOKUM coziepkanneM komiuiekca @C-1 (ACC-14) u HakamMBaroImuxX ToJbK0 Komrieke OC-II
(ACC-66) umm cBerocobuparomuii  xjaopopuni-a/b-6enxoseiii  kommaeke CCK-11 (BD-5-16).
CriekTpbl BTOPO POU3BOAHOM st yI00CTBA IIPEICTABICHBI MAKCUMyMaMH BBEPX.
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JHBoitapie Mytantel (CC-107), comepkaliye TOIbKO XJIOPO(DHUILIT-a-0eTKOBBIE KOMILIEKCHI
PII ®C-1 u PII ®C-Il, umenu Tpu yeTkux makcumyma npu 686, 697 u 720 um. B 1o ke Bpems
KIeTku ruopuma A-66-90, comepkaiiue TOJIbKO cBeTocoOHuparomiue xiopoduii-a/b-6enkoBbie
komruiekcol | (CCK-1) u I1 (CCK-II), nmenu nBa XopoIio BeIpaKeHHBIX MakcuMyma 1ipu 681 u 707
um (Jlebenes u ap., 1990; Lebedev et al., 1988). Dtu ¢dakThl gaBagK OCHOBAHHE yTBEPKIATh, UTO
KaKJJOMY M3 HAaTUBHBIX XJIOPO(UII-OETKOBBIX KOMIUIEKCOB CBOMCTBEHHBI CTPOTO OMpEIeNICEHHbIE
MIOJIOCHI U3ITy4eHUs (DITYOPECLEHIIUH XJI0pOoHILIA.

Jns momydeHus: MpSAMOrO OTBETa Ha BOINPOC O TOM, KaKhe IOJOCHl (IyopecueHIIuU
MPUHAICKAT KKIOMY U3 KOMIUIEKCOB, MBI M3y4YWJIH TPOWHBIE MYTAHTBI, COJEp)KAIUE B
HAaTUBHOM COCTOSIHUU TOJIBKO IO OJAHOMY U3 XJIOpO(HIII-0eNKOBBIX KOMILIEKCOB. McecnenoBanue ux
CIIEKTPOB (PIIyOpECICHIIMN OJTHO3HAYHO MOKAa3aJlo, YTO B HATUBHOM COCTOSTHMM KomIuiekcy PL ©C-
| npunannexut nonoca u3nydenus npu 720 am (ACC-14), a xommiekcy PL[ @C-1l npunannexar
JBe TOJOoChl m3nydeHus mnpu 686 u 697 um (ACC-66), cBerocobupatomiemy xiopodusi-a/b-
oenxoBomy komruiekcy Il (CCK-1lI) — momoca mpu 681 um (B®D-5-16), a cBeTocobuparomiemy
xnopoduit-a(win a/b)-6enkoBomy komriuiekcy | (CCK-1) — momoca mpu 707 uM. JleTaibHbIid
aHaJIU3 MYTAHTOB, Y KOTOPbIX T'€HETUYECKU OJIOKUPOBAHO (POPMUPOBAHUE OJHOTO, IBYX WIIM TpeX
MUTMEHT-0EJIKOBBIX KOMIUIEKCOB, IO3BOJIMI YCTaHOBUTH st Chlamydomonas Hanuuue IBYX
JUTMHHOBOJIHOBBIX TioJIoc u3nydeHuss npu 707 m 720 HM, 0OYCIOBIMBAIONIUX CYMMapHYIO
JUTMHHOBOJIHOBYIO T10OJIOCY (pITyOpecIieHIIMU KJIeTOK Aukoro tuna npu 715 um (Jlagsirun, JleOenes,
1986; Jle6enes u ap., 1990; Jlageirun, 1993, 1998).
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Puc. 4. Cxema 4-Xx KOMIOHEHTHOM OpraHm3anud (QoTocucTeM, MOKa3bIBAIOIIAs
3aKOHOMEPHOCTb PacCHpeieeHNs CIEKTPAIbHBIX (POpPM XJIOpohuiia MEKIY MUTMEHT-OCIKOBBIMU
KOMILUIEKCAMH W TIOJIOCHI M3y4YeHUs1 IyopecleHInu Kaxaoro u3 Hux. F — uyopecuennus, Z —
KOMILIEKC (POTOOKUCIIEHUS BOJBI, X1 — XJI0pohmi, C-IUKI — YTIASPOIHBINA ITUKII.

127



TakuM oOpa3omM, TPOBEJACHHBIE HAMH OMOXMMHUYECKHE U CIEKTPAIbHBIC HCCIEIOBAHUS
OJIMHAPHBIX, JBONHBIX, TPOWHBIX HE(HOTOCHHTE3UPYIOUIUX MYTAaHTOB M THOPUIHOrO IITaMMa B
CPaBHEHUHU C KJIETKAMH JUKOTO TUIA MPUBETHU K 3aKIIOUYEHUIO O CYIIECTBOBAHUHU B XJIOPOILIACTAX
4-X THUIIOB Pa3IMYHBIX XJIOPOPUII-OETKOBBIX KOMIUIEKCOB: IBYX, MPUHAJUICKAIINX PEAKIIMOHHBIM
eatpam OC-1 (CP-1) u ®C-1 (CP-1), u aByX, CBSI3aHHBIX C HUMHU, CBETOCOOMPAOIINX KOMIUIEKCOB
I (CCK-l) u Il (CCK-Il) (puc. 4). BaxxHO OTMETHUTb, YTO yCTAHOBJICHHAs HAMH yHHBEpCAJIbHAs
3aKOHOMEPHOCTh paclpeieNieHus] CHeKTpalbHbIX ¢opMm xuopobwmna s  Chlamydomonas
(JTagerrun, 1993, 1998) Obuta moaTBepIKAeHA HAMUA HA MOPCKHUX MHOTOKJIETOUHBIX 3€JIEHBIX, OyphIX
U KpPaCHBIX BOJOPOCISIX, HA 3BIJICHE, XJOpE/UIe M Ha BBICIIUX PACTEHUAX KaK XBOWHBIX, TaK H
muctBeHHBIX Cy4- m Cs-pacTeHHsIX, IpUYEM Kak IpPH TeHETUYECKOH OJIOKMpOBKE, TaK WU MpH
MeTabOoIHUecKo peaykiuu koMiuiekcoB (Jlameirun, 1979; Jlageirun u ap., 1992; Ladygin, Bil’,
1981). Mu1 momaraem, uto cBerocobuparomue komruiekcbl CCK-1 u CCK-Il mepenaror anepruto
BO30YXIeHHs XJIopo(duiUia Ha KOMIUIEKChI peakiioHHbIX HeHTpoB DC-I (CP-1) u ®C-II (CP-I1I),
COOTBETCTBEHHO, MpakTryecku co 100% 3¢ heKTUBHOCTEIO.
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I'TABA XIlI

OYHKIIUMOHAJIBHASA XAPAKTEPUCTHKA ®OTOCUCTEM XJIOPOIIJIACTOB
CHLAMYDOMONAS REINHARDTII

B Hacrosimee Bpemsi HAKOMWIOCH YK€ JOCTaTOYHO PE3YyJIbTAaTOB, YTOOBI MpHU3HATH 4-
KOMIIOHEHTHYIO opranu3anuio (ortocucrem (Govindjee, Govindjee, 1975). OgHako BO3HHUKAI
BOIIPOC, Kak OyAayT (QyHKIUOHWUpOBaTh HaTHWBHBIE KoMIuieKchl PI] ®C-1 u ®C-Il mpu yrpare
CBETOCOOHMPAIOMIUX KOMIUIEKCOB. D(PPEKTUBHO U OBICTPO BBITOJHUTH TaKyl0 pabOTy MOKHO OBLIO
TOJILKO Ha JKUBBIX KJIETKaX MYTaHTOB.

1. ®oTocuHTEeTHYECKAS AKTHBHOCTDH

B pabote ObUH HCITIOIB30BaHbI KiIeTKH aukoro tuma K(+), myranta C-48 6e3 xmopodumt b,
yTpatuBinero cperocoduparonmii xnopodmnt a/b-6enkopbrii komruieke |l (CCK-Il, aBoitHoro
mytanta CC-107, He comepxarmiero oboux cBerocobuparomux komruiekcoB CCK-1 u CCK-Il, a
TaK)X€ TPOMHBIX MYTaHTOB, UMEOUIMX TOJAbKO KomIuiekchl P ®C-| (myranter ACC-11, ACC-14,
ACC-42) mmu ©C-Il (myranter ACC-66, ACC-98, ACC-100, ACC-238).

[Ipu UMITyTECHOM OCBELICHUHM Y BCeX MyTaHTOB, conepxkamux OC-1l, nabmoganu (tadi. 1)
OCHWJIISILMM C NMEPUOANYHOCTBIO MakcuMalbHOro BblaeneHuss O, Ha 3—4 Bcnbiuku (Jlageirun u
ap., 1988). Hanmume ocummisanuii yka3slBalo Ha HOpMalibHOE (YHKIMOHHpOBAaHUE (pepMEHTHOU
cucreMsl GpopmupoBanus O,. Beicokuii ypoBeHb CTallMOHAPHOTO BbleneHuss O, MpyU UMITYJIbCHOM
OCBEIICHWU TOATBEPXKIal HOpPMajbHOE (YHKIMOHUpOBaHHE cHUcTeMbl okucieHuss HoO u
peakmronsoro rentpa @C-11 (Jlagsirun u ap., 1988, 1989).

Tadoauna 1. XapaktepucTuka GyHKIIMOHATHBHOTO COCTOSIHUSI JIEKTPOH-TPAHCTIOPTHOM 11eMn
XJIOPOIIACTOB KJIETOK JHUKOro Tumna u MmyrantoB Chlamydomonas reinhardtii mo ux coco6HoCcTH K
(hoTOCHHTETHYECKOMY BBIZIENIeHHIO Kucioposa (JIameirun u mp., 1988)

NmnynbcHOE OCBENIEHNE HenpepbiBHOE OCBENICHUE TemHOBOM
Brixong O,
o o BbIOpOC O
101 Ocummnsinun | Craunonapuslii| [lepBuunsiii | CtaunonapHoe |Ha 1-1o 1 2-10
TaMMBI rnocine
BoiaeneHus O, | yposens O, BbIOpoc O, | BeiAenenue O, | BCIBIIIKH -
(VMaKc_VMHH) (VCTaH) (VMaKC) (VCTaH) (Vla VZ) (V )
K(+) ++ ++ ++ +++ - -
C-48 ++ ++ +++ ++ + +
CC-107 + + ++ ++ + +
ACC-11 - - - - - -
ACC-14 - - - - - -
ACC-42 - - - - - -
ACC-66 ++ ++ +++ - - -
ACC-98 ++ ++ +++ - - -
ACC-100 ++ ++ +++ - - -
ACC-238 + + +++ + - -

[Tpumeuanue. 3HaKoM (+) MOKa3aHO HAJIMYME CJIa00¥, HOpMaIbHOM (++) U BBICOKOM (+++)
AKTUBHOCTH T10 JJAHHOMY MOKAa3aTelto, a 3HAaKOM (-) — ee OTCYTCTBHE. (Vyaxe—Vyun) — MOKA3aTENN
pabotel ¢pepmeHTHON cucteMbl ¢GopmupoBaHus Oi; Vi — TOKazaTenb pabOThl CHCTEMBI
okucnenus H,;O u peakumonHoro mentpa DPC-ll; V. — mokazarens paboOThl pPeakmOHHOTO
nentpa ®C-l1 u cucremsr pukcaruu CO»,; Vi, Vo — kpurepun obpazoBanus O, Ha TEPBYIO U
BTOPYIO BCIBIIIKH CBETA; Ve — TEMHOBOE BhIeeHHE O) mipu qucmyranuu H,Os.
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[Ipn HempepbIBHOM OCBELIEHUU KJIETOK MyTaHTOB, coxpaHuBmIUX PC-ll, nepBuuHbIii
BBIOpOC O7 ObUT MO0 paBHBIN ¢ KIeTKaMu aukoro Tumna K(+), nubo npesbImian ero, 4To yKa3biBajo
Ha COXpaHEHUE HOPMAJIBHOTO (PYHKIMOHHUPOBAHUS MyJa racToxuHoHOB PC-11. OnHako BbICOKUI
CTaLlMOHAPHBIN ypoBeHb BblIeneHuss Oy Mbl OTMEUanu TOJBKO B KieTKax aukoro tuna K(+), a'y
myTaHTOB C-48 1 CC-107 11t JOCTHKEHUSI MaKCHUMAJIBHOTO YPOBHS TpeOoBasiach 0ojiee BBHICOKast
MHTEHCUBHOCTb OCBEIIEHUS U3-3a IOTEPH OJHOI0 WM 000HUX CBETOCOOMPAIOIIUX KOMIIEKCOB.

CrniocobHoCTh cTanMoHapHOro BbineneHuss Op XxapakTepu3oBala HOpPMalbHYIO paloTy
3JIEKTPOHHO-TPAHCIIOPTHONW LIE€NH XJIOPOIUIACTOB, BKJIOYas (DYHKIMOHAIBbHYIO akTUBHOCTh PC-I,
@C-Il u cucremsl TemHoBoi ¢ukcanuu COz. OtcyrcTBUe KoMIiekca @C-l y TpoiHBIX MyTaHTOB
(ACC-66, ACC-98, ACC-100 u ACC-238) He MO3BOJISUIO JUIMTEIBHO TOJACPKUBATH BBICOKUA
ypoBeHb BbiieneHust Oz, MOCKOIBKY MOCIe BOCCTAHOBJICHHUS IyJa IiacToXxuHoOHOB DC-II ckopocTh
BblenieHust Oy B HUX pe3Ko Majaa, Ho, KaK MpaBuilo, HE A0 HyJsd. Hamu ObII0 yCTaHOBIIEHO, UTO
Takoil 3¢ ekt obycnoBieH TeM, 4To B oTcyTcTBUE DPC-l, XOTS U C HU3KOH CKOPOCTHIO, BO3MOXKEH
nepenoc 3aekTpona ot OC-1l na HAJI® wau ruaporenasy ¢ Beigenenuem Hp (Boiuenko u mp.,
1986; Jlagpirun u ap., 1988).

Takum o00Opa3oM, HCHONB3ysT MYTaHTBhl, HaM YAAJIOCh JOKa3aTb, 4YTO B OTCYTCTBUE
CBETOCOOMpAIOMIMX  KOMIUICKCOB  COXpaHsJach IOTCHLUUAIbHO HOpPMajbHas  aKTUBHOCTb
KOMILIEKCOB PEaKIMOHHBIX IIEHTPOB. OIHAKO yMEHBIIEHUE B COAEPKAHUU XJIOpOopHILIa TpeOoBaIo
OoJsiee BBICOKOW OCBEIIEHHOCTH. UTOOBI OLEHUTh KaK M3MEHSJIUCHh BeMUYMHA (POTOCHMHTETHYECKON
€IMHUIIBl M YMCIIO PEAKIIMOHHBIX IIEHTPOB, MBI IPOBEJIH CHEUATIbHBIC HCCIIEJOBAHUS.

Tadauna 2. BenmnunHa (HOTOCHHTETHYECKON €AMHMIIBI B KJETKax aukoro Tuma K(+) u
mytaHToB Chlamydomonas reinhardtii, paccauTanHasi MO CBETOMHAYLIMPOBAHHBIM H3MEHEHUSM
norommenus Ilggo, beoduruna, Iz u curnamam DIIP-1 u DIIP-11 (Jlagsirus u gp., 1989, 1990)

Pa3smep antennst OC-| u OC-1, Pasuep anTeHHb! (?C_I n PC- AHTeHHa
N Il, ompeneneHHbIil METOIOM
Mltanmg | YCTAHOBICHHBIA a0COpOIIMOHHBIM METOJIOM SIIP DC-1/
xyopoduiut/ | xnmopoduin  (xnopoduut/I1| xnopodmnn/I1 | xaopopumn/IT A;Tgf{lllia
ITego /Deo 700 X 700"
K(+)* 875 + 46 809 +73 624 = 37 860 = 97 881 +44 0.7-1.1
C-48 340 + 32 300 + 34 404 + 41 300 + 31 432 + 68 1.2-14
CC-107 264 * 86 158 £ 49 152 £ 56 233+ 45 223 £ 43 0.6-1.1
ACC-11 0 0 143 + 56 0 118 + 29 -
ACC-14 0 0 128 + 32 0 111+£24 -
ACC-42 0 0 118 £ 37 0 117 £ 24 -
ACC-66 48 + 15 38+16 0 67 +£21 0 -
ACC-98 60 + 14 46 £ 17 0 84 + 26 0 -
ACC-100 57 +11 48 + 12 0 95 +18 0 -
ACC-238 51+18 42 £ 12 0 129+ 34 0 -

[Tpumeuanue. Hynp yka3piBaeT Ha OTCYTCTBUE peakIMOHHBIX EHTpoB DC-I wm DOC-II.

[Tego — x0podmmn, Peo — Geoputnr u [Ix — mracToceMUXuHOH peakunoHHOro eHrpa OC-I1, a
+
[T700 — xmopodumn, [17g0" — mapamarauTabie IEHTPHI DC-I.

2. BesiuuuHa GoTOCMHTETHYECKOM eIMHUIIBI

Panee (Jlampirun u ap., 1989; Jlageirun, 1993, 1998) Mbl oTMedanu, 4To B pe3yabTaTe
mytarui, npuBoasmux kK norepe CCK-1 wnm Il u xommiekco PI[ ®C-I unmu OC-11, HakomieHue
xJiopoduiuia ymeHbmanoch. Kaxaplii 3 3THX KOMIUIEKCOB cozepskan npumepHo 25, 50 u 15, 10%
coorBerctBeHHo (Jlagpirun w mp., 1989; Wollman, Bennoun, 1982). Croab cylecTBEHHBIE

130



W3MCHEHUS B HAKOIUICHUH XJIOPO(DHIIIOB CHMXKAIM BETUYMHY (OTOCUHTETHUECKON €IMHUIIBI,
PacCUMTaHHYIO MO COOTHOIIEHHUIO OOILEro Co/ep:KaHus MOJIEKYJ XJOopouiia Ha YHUCIO MOJIEKYI
xsopoduiua I17q9 peakonusix eHTpoB OC-l mn peoduruna u xnopoduina Ilegy peakIMOHHBIX
nentpoB OC-II (Tabum. 2).

KomnuectBenHast oueHka cojepxkaHus peakiuoHHbIX 1eHTpoB PC-II u OC-1 Opuia
MpoBeAcHa TMPSAMBIM HX wu3MepeHueM. Peaknuonubie 1eHTpel DC-II  ananusupoBanm 10
CBETOUHYIIUPOBAHHOMY M3MEHEHUIO MOTJomeHuss Monekyn xiopodmmia Ilggy u deodutnna, a
OC-l — mo xmopodumny Il790, a Takke mo curnamam DIIP-1I u DIIP-I cooTBercTBeHHO. B 3THX
UCCIICIOBAHMUSIX HaMU OBUIO YCTAaHOBJICHO, 4YTO B KJeTKax mukoro Ttuma K(+) BenmuumnHa
(dhoTOCHHTETHYECKOW enuHuIbl cocTaBiisiia 620-880 moinekyn xjopodwuiia B pacdyere Ha OJIUH
peakunonHbii 1eHTp OC-1 nunu OC-II.

[Totepst cBerocoOmpatomero komrmuiekca Il y wmyranta C-48 ymeHbpmana pasmep
dotocunTeTHUeckoit eamHMIBI g0  300-430 Mosekyn xmopodwiia, a moreps  00omx
cBerocobuparomux komruiekcoB [ u Il y myranra CC-107 go 150-260 momekyn xmopodumia. Y
TPOWHBIX MYTAaHTOB, coaepKammx Tolbko Komiuiekc @C-1 (ACC-11, ACC-14, ACC-42), penuunHa
(hOTOCHHTETHYECKOW eAuHUIGI yMeHbInanach a0 80-140 mosekyn xjopoduiuia, a YUCTBIA
komruieke PI] @C-II B HatuBHOM coctostnuu y myrantoB ACC-66, ACC-98, ACC-100, ACC-238)
conepxkan 40—-60 monexkyn xmopodwma (Jlagerrun u ngp., 1988, 1990). Baxxno ObLI0 3HATH,
u3MeHsiercs Jid B HaTuBHOM xJoporutacte uuciio PI[ @C-1 u ®C-II npu cronb CymecTBEeHHOM
YMEHBIIIEHUHU COJIepKaHus Xjiopoduia?

3. Unci10 peakliMOHHBIX EHTPOB oTocHcTEM

OOBIYHO y IITAMMOB, CoOJAEpXaImuX o00€ (OTOCUCTEMBI, COOTHOIICHHE PEAKIMOHHBIX
1eHTpoB OC-II/OC-I konedanock ot 0.6 10 1.4 B 3aBHCUMOCTH OT (DYHKIIMOHAJILHOTO COCTOSIHUS
XJIOPOIUIACTOB U CTAJUM OHTOTreHE3a KJETOK. Y (YHKIIMOHAJIbHO AKTHUBHBIX XJIOPOIUIACTOB OHO
6mu3ko K 1.0 unu BeimIe. B Hammx nccriegoBaHusIX ObUIO YCTAHOBIIEHO, YTO B KJIETKAX JUKOTO THIIA
K(+) u myrantoB C-48 c motepeir ogaoro u CC-107 ¢ oTcyrcTBHEM 000MX CBETOCOOHPAIOIINX
koMIuiekcoB uucio PL @C-I nu @C-II cyuiecTBEHHO HE U3MEHAJIOCH B pacyeTe Ha OJUH XJIOPOIIacT
(Tabm. 3).

Tadauna 3. Uucno peaknMOHHBIX IIEHTPOB B KJETKax AWKoro tuma K(+) m myTaHTOB
Chlamydomonas reinhardtii, paccunranHoe 0 CBETOMHIYIIMPOBAHHBIM M3MEHECHUSM TTOTIIOIICHHS,
dbeodutuna (Jlagpirus u ap., 1989)

Yucino peakimoHHbIX 1eHTpoB (N) ®C-1 u OC-11

[Itammer | n x 10%xmopormmact | n x 10™/r ceipoit macesr | N x 10™/mr xmopoduna P;qu)q)c (-jI_II/
Tggo Deo 700 Tego ®eo 700 Tggo Deo 700

K(+)* 247 | 267 | 346 | 713 77.1 | 100.0 7.7 8.3 10.7 0.7-0.8
C-48 3.02 | 342 | 254 | 1053 | 119.3 | 88.6 19.8 22.5 16.7 1.2-1.3
CC-107 235 | 393 | 409 | 552 92.2 95.8 26.3 42.7 44.5 0.6-1.0
ACC-11 0 0 1.77 0 0 31.6 0 0 47.1 -
ACC-14 0 0 1.84 0 0 42.1 0 0 52.7 -
ACC-42 0 0 2.06 0 0 51.4 0 0 57.1 -
ACC-66 275 | 348 0 49.2 62.1 0 1405 | 1774 0 -
ACC-98 258 | 3.37 0 45.0 58.7 0 1125 | 146.8 0 -
ACC-100 | 3.31 | 3.93 0 53.2 63.1 0 118.1 | 140.3 0 -
ACC-238 | 3.09 | 3.75 0 55.5 67.4 0 132.1 | 1604 0 -

[Mpumeuanue. [IpencraBiensl cpeqnue apuMeTHUECKUE BETUYUHBI YHCIA PEAKIIMOHHBIX
IIEHTPOB MO 3-5 HE3aBUCHUMBIM JKCHepuMeHTaM. Bo Bcex ombiTax ommOka H3MEpeHUuN He
npesbimana 20%. CM. npuMedanue K Tadi. 2.
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Haxe npu norepe komiuiekcoB PI[ ®C-I maum PC-II y TpoHHBIX MYTaHTOB YHCIIO
OCTaBIIUXCSI PEaKIUOHHBIX HEHTPOB TOJbKO DC-I nnu P@C-II Ha KIETKYy M Ha OJIUH XJIOPOIJIACT
OCTaBaJIOCh OJM3KUM K KOHTpoJbHOMY. OfHaKo B pacuere Ha | Mr xyopoduiuia OTHOCHUTEIbHOE
yucino peakinuoHHbIX 1eHTPoB DOC-I u OC-II mo Mepe peaykuu cBETOCOOMPAIOINX KOMILIEKCOB
CCK-I u CCK-II cymecTBeHHO BO3pacTallo, 4To, IPEXkKAE BCETO, CBA3aHO C YMEHBUIEHUEM pa3Mepa
aHTeHH. OJTOT (aKkT yKa3blBaJl, BO-TIEPBBIX, HAa OTCYTCTBHE CINEUU(DPUUYHOCTH YHacTHUA BCeX
KOMIUICKCOB B OpraHu3aluu (OTOCHHTETHYECKUX MEMOpaH XJIOPOIUTACTOB, a BO-BTOPHIX, Ha
OTHOCHUTENIbHOE O00OoraiieHue OCTaBIIMXCSA MeMOpaH XJIOPOIUIaCTOB Yy TPOWHBIX MYTAaHTOB
peakiuonHbiME TeHTpamu PC-1 u OC-11 (Cemenona, Jlaapirun, 1985; Semenova, Ladygin, 1984).
W3BecTHO, 4TO MEXIy KOJIMYECTBOM MeMOpaH B XJIOpOIUIacTax M COJEp)KaHHEeM XJopodusuia
CYIIECTBYET MpsiMasi KoppesTuBHas cBsA3b (Jlaapirun u ap., 1973).

Kone6anuss B umcime nentpoB PC-1 m DC-II B pacuere Ha rpamMM CHIPOH MaccChl
O0yCJIOBJIEHBI B OCHOBHOM pAa3JIMYMSIMU B HAKOIUICHUM METAaOOJIMUTOB, NPEUMYIIECTBEHHO
YIJIEBO/IOB, B MUKCOTPO(HBIX YCIOBHIX. AHAJOTUYHbBIE JaHHbBIC U1 HATMBHBIX KOMIUIEKCOB HaM
HeusBecTHbl. OJIHAKO €CIU NPHUHATh, 4TO M3 OCHOBHBIX mnojunentugoB OC-II Tonbko nBa
BBICOKOMOJIEKYIIIpHBIX 47 u 51 kJla comepxat xmopoduit o 23-25 monekyn (Jlampirua u ap.,
1990; de Vitry et al., 1984), To anTeHHa Ka)XIOTO PEAKIIMOHHOTO LIEHTPA IOJDKHA BKIIIOYATh OKOJIO
50 monekyn xyopodwiia. DTH JaHHBIE XOPOIIO COTJIACYIOTCA C OpraHU3alMed HaTHBHBIX
komruiekcoB OC-11 y Tpoitabix myrantoB ACC-66, ACC-98, ACC-100, ACC-238 Chlamydomonas,
kotopsie uMeroT 50+10 monekyn xnopodmmia Ha oguH PLl @C-II n obnanarot GyHKIIMOHATEHEIMHU
CBOMCTBaMH, XapaKTEepPHBIMU IJIsi KJIETOK aukoro Tuma. CojepaHue MOJIEKYNI XJopoduiuia
HatuBHOTO KoMmriiekca @C-I y Tpoiinbix myrantoB (ACC-11, ACC-14, ACC-42 (tabn. 3)) xopoIo
cornacyetcs ¢ oomenpunaTeiM (Dunahay, Staehelin, 1985) B HacTosiiee BpeMs peICTaBICHUEM O
BeMuuHE ee (PoTocuHTEeTHUYECKOW eauHuIlbl, paBHOM 110-160 momekyn xmopodmuna. M3BecTHO,
0J1HaKo, yTo Juib 30—60 MOJIEKYJl 3TOr0 KOMILJIEKCA CBSI3aHbI C MOJIUNENTUIAMHU C MOJI. M. 65, 68
k/la PI[ ®C-l (de Vitry et al.,, 1984; Dunahay, Staehelin, 1985). Ilostomy, Wcxoas W3 3THX
IIPECTAaBICHUM, MOYKHO IOJaraTh, YTO y TPOWHBIX MYTaHTOB, cojaepxkamux komrekc DPC-I|
(Wollman, Bennoun, 1982; de Vitry et al., 1984), moMuM0O MUTMEHTOB, CBSI3aHHBIX C BHYTPEHHEH
aHTCHHOHN peakimoHHoro 1eHTpa [17qp, HakarumBaercs emie 60-90 Monekyn xiaopoduiiia BHEIIHEH
aHTEHHBI, BEPOSITHO, HEMOCPEACTBEHHO HE IMepeaarolleld SHEpruio BO30YKICHHUS Ha peaKlMOHHbIE
LEHTPHI, a JIUIIb HA UX BHYTPEHHIOIO AaHTCHHY.
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TI'TABA XI11

YJIBTPACTPYKTYPHAS OPTAHU3ALIUA MEMBPAH THJIAKONJIOB "
JIOKAJIM3AIUA ®OTOCUCTEM B XUIOPOIIVIACTAX OYKAPHOT

C nmnomomplo murMeHTHeIX MyrtaHTtoB Chlamydomonas wmeromamu — snexTpoHHOM
MUKPOCKOTIMA HaMH OBLTM YCTaHOBJIGHBI BCE€ OCHOBHBIC JTambl (POPMHUPOBAHUS MEMOpaHHOU
cucrembl xjoporactoB Chlamydomonas, xapakTepHble IIsi TUIACTUA BBICHIMX PACTCHUH W,
CIIEZIOBATENFHO, OBLIM TOJYYCHBI JOKa3aTeNbCTBA MPUHINITHAILHOW HICHTUYHOCTH OpTraHU3aliu
MeMOpaH XJIOpPOIUTacTOB 3eneHoi Bogopociau Chlamydomonas u Beicimx pacrenuit (Jlaabirua u
ap., 1973; Jlanerun, 1993, 1998).

1. IlpocTpancTBeHHast Jokanu3anus GorocucreM B MeMOpPaHax XJIOPOIJIACTOB

MHorue wuccienoBaTeNd MBITAINCH  JIOKAIW30BaTh  (OTOCUCTEMBI B  MeMmOpaHax
XJIOPOIIJIACTOB € TOMOINBIO (hPAKIIMOHUPOBAHUSA, JEHCTBHS WHTMOMTOPOB CHHTE3a OEJKOB,
JIETEPreHTOB, BBIJCICHUS T'PAaHAIBHBIX U MEXKIPAHHBIX Y4acTKOB. HM OAMH W3 3THX METOJOB HE
JaBajl OAHO3HAYHBIX PE3yJbTaToB. MBI HCHOIB30BaIM MyTaHThl A-66 6e3 PLl ®C-I, A-90 6e3 PL]
OC-II u rubpuna A-66-90 6e3 peakKIMOHHBIX EHTPOB 00enx (HOTOCHCTEM, YTOOBI U3YYHTh, KAaK B
HATUBHBIX KJIETKaX 3THX MYTaHTOB U3MEHSJIACh apXUTEKTypa THJIAKOWIOB U JIOKATH3AIUs YACTHII,
00yCIIOBIIEHHBIX OenkamMu (HOTOCHCTEM Ha THAPOPOOHBIX MOBEPXHOCTSAX CKOJIOB 3aMOPOKEHHBIX
memOpan xnoporiactoB Chlamydomonas reinhardtii.

B 31eKTpOHHO-MUKPOCKOMUYECKUX HCCIEAOBAHUSIX TOHKHUX CPE30B KIIETOK JUKOrO THIMa
K(+) 6bU10 ycTaHOBIIEHO, UTO €ro MeMOpaHHasi CHCTEMa COJACPKHUT OOJIBIIOE YUCIO THIAKOHIOB U
dhopMHUpyeT XOPOIIO CTPYKTYPUPOBaHHBIE TpaHbl (puc. 1, @). Y myrtanta A-66 ¢ nHeaktuBHOU DC-I|
OBUIO YCTaHOBIIEHO, YTO B OTJIMYME OT KIETOK MUKOro Tuma K(+) y HUX CHIBHO PeaylUpOBAHbBI
MEXTpaHHbIC y4acTKu TUiakouaoB (puc. 1, 6). Hanportus, y myranta A-90 ¢ He aktuBHON DC-II
OCTaBaJIMCh XOPOIIO PAa3BUTHIC THUIAKOWJIBI, HO OHM HE UMENH IJIOTHBIX KOHTAaKTOB, XapaKTEPHBIX
JUTsl y9acTKOB rpaH (puc. 2, a). B knerkax rudbpuna A-66-90, e nmeromiero ooenx porocucrem, B
XJIOporutactax (OPMUPOBATKHCH CTONKMA THJIAKOUIOB, HO OHH HE OOpa30BBIBATN TUIOTHBIX
KOHTAKTOB MEXIy co0oil (puc. 2, 6). DTH pe3yabTarhl mpeanonaraid Jokamuzamuio DOC-|
IIPEMMYIIECTBEHHO B MEXIPAaHHBIX ydacTkax TwiaakougaoB, a ®C-ll — B ywacTkax MIOTHBIX
KOHTAKTOB THJIaKoW10B TpaH (Jlaapirun u ap., 1980).

OpnHako, YTOOBl TOATBEPAMTH OSTO MPEANOIOXKEHHWE, OCHOBAaHHOE Ha HM3MEHEHUH
APXUTEKTYphl MEMOpaHHOHW CHCTEMBI  XJIOPOIUIACTOB, HEOOXOIWMO OBUIO  HWCCIIENOBATH
CTPYKTYPHYIO JIOKQJIM3AHIO XJIOPODUII-OETKOBBIX KOMILJIEKCOB B THIIAKOMAAX. DBBIIBUTH
JOKaNu3aluio OETKOBBIX 4YacTHll B MeMOpaHaX THJIAKOWJIOB C TIOMOIIBIO 3JIEKTPOHHOTO
MHUKPOCKOIa MOXHO OBUIO METOJOM 3aMopaxkuBaHusA-cKanbiBaHus (freeze-fracture). Amnamus
OCJIKOBBIX YaCTHII, BBISBISIEMbIX Ha THAPO(POOHBIX MOBEPXHOCTSIX CKOJIOB 3aMOPOKEHHBIX MEMOpPaH
XJioporiactoB (puc. 3), mo3Boiua yctaHoBUTH (Semenova, Ladygin, 1984) dertkyio Koppensiuio
MEXy OTCYTCTBUEM XJIOPOPHILI-a-0eTKOBOTO KoMILIeKca peakiunoHHoro nentpa @C-I y myranra
A-66 u rubpuga A-66-90 u 140A uactun na BHemHei rumpodobHOI moBepxHOCTH ckona (PF,)
MeMOpaH THIIAKOHI0B MEXTPAHHBIX y4acTKOB (pHc. 3, 6 u 4, 0).

B To xe Bpems orcyrcTBUE XI0podmini-a-6enkoBoro kommiekca @C-1I y myranta A-90 u
rubpuna A-66-90 dyeTko koppenmpoBano ¢ motepeit 160A wactur; Ha BHyTpeHHeH THAPOHOOHOI
noBepxHocTH ckona MemOpansl (EFs) B ydacTkaXx KOHTAaKTOB THJIAKOWIOB TpaH (puc. 4).
AHaIOrHYHbIE Pe3yabTaThl OBUTH MOMYYCHBI U Apyrumu ucciaemoarensymu (Miller, 1980; Simpson,
1980, 1982; Olive et al., 1992).

Baxno ormeruth, uro y Myranta C-48, He comepxkamiero xjopodumia b, B pesynprare
noTepH cBeTocobuparoniero xaopopumi-a/b-6enkosoro kommiexca 11, uncno 160A gactui na EF-
TIOBEPXHOCTH HE M3MEHANOCh, HO pa3Mepsl UX yMeHbmanuch 10 80—110A (Jlagsrun, 1998; Miller
etal., 1976; Simpson, 1979; Semenova, Ladygin, 1984).
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Puc. 1. CrpykrypHasi opraHusanus XJIOpOIUIACTOB KJIETOK aukoro tumna K(+) ¢ xopoiro
Pa3BUTHIMH TPaHAJIBLHBIMH W MEXKIPAaHHBIMH THJIaKougaMu (a) U MytaHTta A-66 6e3 PI] ®C-I ¢
peIyLUPOBAHHBIMU MEKTPAHHBIMH YUaCTKAMH THIIAKOUIOB (6).

KC — knerounas crenka, OX — o6ojouka xjgoporuiacta, T — MeXIrpaHHbIe THIAKOUABL, [T —
rpana, OI' — ocmuodunpHbIe TIOOYIEL, K — Kpaxmar.
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Puc. 2. CrpykTypHas opraHu3anus XJIOpOIUIACTOB KieTok MyTanta A-90 6e3 PL[ ®C-II (a)
u ruopuga A-66-90 6e3 PI[ ®C-1 u PI ®C-1l (6), y KOTOpBIX HET IPaH M IUIOTHBIX KOHTAKTOB
MEXy THIIAKOHIaMHU.

OX - ob6omouka xyoporiacta, T — tunakous, MT — muenuHomo100HOE TeI0, 00pa3zyemMoe y

mytanToB 0e3 PI| ®C-II 3a cuer MHOXKECTBEHHOTO ciumnaHus MmemOpaH Tunmakouaos, Ol —
0CMUO(UIIBHBIE TII00YIIBI (JIUMTUIBI).
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Puc. 3. benkoBele yactuipl (orocucreM, BoisiBIsieMble Ha BHyTpeHHell (EF) u BHemneit
(PF) tunpodoOHBIX TMOBEPXHOCTSIX CKOJIa MEMOpaH THJIAKOWIOB TIOCIE 3aMOPaXUBAHUS U
ckanbiBanus (freeze-fracture) () xierok mukoro tuma K(+) u (6) myranta A-66 6e3 PI ©C-I, y
xoToporo Ha PF-mosepxnoctu Her 140A wactun. Cmpenxamu mokazansl 140A wactuupl Ha PF-
nosepxnoctH (a) u 160A wactuns na EF-nosepxuoctu (a, 6).
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Puc. 4. BenkoBble yacTHIBI (POTOCHUCTEM, BBISBISIEMbIE HAa TUAPO(POOHBIX MOBEPXHOCTSIX
CKoJIa MeMOpaH THJIAKOMIOB KieTok mytanta A-90 6e3 PL[ ®C-ll (@), y xoroporo Ha EF-
noBepxHocTH HeT 160A yacTun u rubpuaa A-66-90 6e3 PL] ®C-1 u P1] ®C-1l (6), y koToporo HeT
140A wactun nma PF-nosepxuoctu u 160A wactui na EF-nosepxuoctu. Cmpenkamu TOKa3aHbl
140A uactursl Ha PF-noBepxHOCTH cKONa MeMOpaH MyTanTa A-90 (a).
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Dror (akT ykaseiBad Ha TO, uto 160A wacTuIbI mHpejcTaBIsAIOT COOOM arperarsl,
BKJIIOUarone B cebs xiopoduiui-a-6enkoBbii  komiieke PI[ ®C-II u cBerocobuparommi
xnopoduiui-a/b-6enkoseiii - komruieke 11 (CCK-II). Kpome TOro, mosnydeHHbIC JIaHHBIC
MOJTBEP)KAAIOT MPEUMYIIECTBCHHYIO JIOKATH3AIK0 Xjopoduia b B TpaHAIbHBIX ydacTKax
MeMOpaH xyoporutactoB (JlamsiruH, Arpukosa, 1983; Burke et al., 1979). OrcyrcrBue xnopogunia
b Bemer k ociabeHHIO KOHTAKTOB MEXIy THUJIAKOWJAMH TPaH M MPEANoJaraeT BaXHYIO POJib
cBerocoOupatomiero komriekca @C-l1I B 00pa3oBaHUM KOHTAKTOB MEXAYy THJIAKOMAAMHU TpaH
(JTageirun, Arpukosa, 1983; Burke et al., 1979).

YcTaHoBIIEHO, UTO cBeTOcoOuparoniuii xiaopohusui-a/b-6enkossiii komrieke O@C-1 (CCK-I)
JIOKaJN30BaH TIPEMMYIIECTBEHHO B MEXIPAHHBIX ydacTKax B cocTaBe 140A wactuu, kotopble
NPEICTABISIOT cO0O0M arperatsl 3TOoro komiuiekca u komruiekca Pl ®C-1 (Jlagpirun u ap., 1980;
Jageirun, 1998; Miller, 1980; Simpson, 1980, 1982; Olive et al., 1992). IIpaBoMOYHOCTH TaKOTO
MIPEIIOJIOKEHHST TIOTBEPKIAIach TeM, uTo moreps komruekca OC-l He mpuBoamiIa K TMOJHOM
ytpaTe 140A uactun, a nums yMmeHbmana ux pasmeps! 10 80A (Jlagsirun u ap., 1980; Jlagsirus,
1998; Simpson, 1979; Semenova, Ladygin, 1984).

Cnoxnas opranmszamus 160A dgacTui, KOTOpele JOKAIM3yIOTCAd B 30HaX IIJIOTHOTO
(MCTUHHOTO) KOHTaKTa THUJIAKOUIOB TpaH (puc. 5, a) Obu1a BbIsiBIeHa HaMu Ha (otorpadusx EFs-
MOBEPXHOCTH CKOJa TIpU OONBIIMX yBedMueHHsx (puc. 5, 6). B ostux 160A wactumax,
MIPEJICTABIISAIONINX COOOM CIIOKHBIE OEIKOBBIE arperaThl, MOXKHO OBbLTO HAOIOAaTh 10 4 cyO4acTHil
(puc. 5, 6). CymecTByeT MHEHHe, 4To B cocTaB 160A uacTui, MOMHMO CBETOCOOHPAIOIIETro
xnopoduiui-a/b-6enkooro  kommiekca I (CCK-II) u xmopodusi-a-0e1koBoro Komruiekca
peakmuonHoro nearpa OC-II (cocrosimero u3 nByx cyoseaunuil; CP43 u CP47, a takxe D1- u D2-
OenkoB), MoxeT BxomuTh M mutoxpom-b/f-kommiaekc (Olive et al.,, 1992). Anamoruunas 4-
KOMITOHCHTHAasi opraHu3aiusi Oblia oOHapyxkeHa W Ha EFs ruapodunbHON MOBEpXHOCTH CO
CTOPOHBI BHYTPUTHIAKOUIHOTO TpocTpancTia (Jlagpirun, 1998; Simpson, 1979).

Tab6auua 5. [InotHOCTh M cooTHOomeHHE (% OT CyMMBI) BHYTPUMEMOpaHHBIX YaCTHI[ Ha
ruIpoOOHBIX MOBEPXHOCTSAX CKOJIA I'PAHAIBHBIX M MEXIPAaHHBIX YYaCTKOB THUJIAKOUIOB KIIETOK
mukoro tuma u mytantoB Chlamydomonas reinhardtii (Cemenosa, Jlagpirus, 1985)

EF-nioBepXHOCTb, YUCIIO YaCTUL] PF-nioBepXHOCTB, YHACIIO YACTHULL

[tamMmBI i 2 % OT CyMMBI YHCJIO YACTHI] % OT CyMMBI
al Mk

Ha MM 100A | 100-140A [ >140R | ma 1 mxm® | <100A | >100A
K(+) rpansr 1100 + 140 21 42 37 4000 + 180 85 15
K(+) ctpoma 450 + 80 47 41 12 4400 + 500 63 37
A-66 rpaHbI 1200 = 64 15 38 47 4300 + 290 86 14
A-90 ctpoma 150 + 56 88 12 0 3000 + 110 69 31
A-66-90 400 + 45 81 19 0 4000 + 240 85 15
C-48 1200 + 50 26 62 12 2300 + 235 62 38
CcC-107 1400 + 140 15 80 B 2400 + 360 60 40
ACC-238 2600 + 130 14 80 6 4500 + 650 80 20

[Ipumeuanue. CpenneapudMeTHuecKue BETHMUMHBI, MOJyYCHHBIE OT U3MEPEHUN HEe MEHee
500 gactuny ¢ 8-10 mukpodortorpadmii. Unucao vacTuil sl KaKI0H MOBEPXHOCTH OTPECISUIN
mionaapio He MeHee 0.1 MKM® Ha CyMMapHOM IIJIoLIaid CKOJIa He MeHee 1 MKM?.
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Puc. 5. CtpykTypa rpaHalbHOTO ydacTka MeMOpaH XJioporiacta: a — ¢GparMeHT TOHKOTO
cpesa xjoporuiacta mytanTa A-66 6e3 PLl ©C-|, mokaspiBatomuii HATMYNUE UCTHHHBIX KOHTAKTOB
MEKIy THJIAKOUJIaMH, BBISBISCMBIX B BHJE IUIOTHOW YepHOM JMHHMK (TIOKA3aHO cmpenkamu); 6 —
(dbparMeHT cKoja TpaHAJBHOTO y4YacTKa XJIOpOIiacta mpu OodbIIoM yBenuueHWH. Ha ckomax
MeMOpaH THIaKouA0B rpaH Ha EFs-TmoBepXHOCTH MOYKHO BHJIETH, YTO 160A gacTHIBI COCTOST U3 3—
4 cyOuactull (IOKa3aHO CMPENKOl).
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Crnenyer 0co00 OTMETHTbH, YTO Y JBOWHBIX M TPOHHBIX MYTAHTOB, TAKXKE KaK M B KIETKaX
JUKOTO THUMA W OJMHAPHBIX MYTAHTOB, COXPAHAETCS CHOCOOHOCTh (OPMHUPOBATH JOCTATOYHO
pPa3sBUTYIO CHUCTEMY THJIAKOUJOB. ITOT (DaKT OJHO3HAYHO CBUJCTEIBCTBYET O TOM, YTO B
CTPYKTYpHOM (OPMHPOBAHUHM MEMOpPaH TUIIAKOWOB YUAaCTBYIOT BCE YETHIPE XJIOPODUII-OETKOBBIX
KomIuiekca. Kpome Toro, Obuta BBISIBJICHA BaXKHasi 3aKOHOMEPHOCTb, YTO B T€X CIIydyasX, KOrjaa B
pe3ynbTaTe MyTaluu Tepsyics OUH, [Ba WIM TPU KOMILJIEKCA, YUCIO OCTABIIMXCS KOMILJIEKCOB Ha
€IMHUILY TIOBEPXHOCTH MEMOpaHbl POIMOPLHUOHATIBHO YBEIMUUBAIOCH (Ta0I. 5).

Taxk, y aBoitHbix myTanToB CC-107, yrpaTUBIIUX JBa CBETOCOOMparOMMX Komruiekca 1 OC-
I, u ®C-11, uncno wactu ®C-1I Ha 1 MM MOBEPXHOCTH MeMOpPaHbl yBEIUYMBAIOCH B 2 pas3a, a y
TpoitHbIXx MyTaHTOB ACC-66, ACC-238, y KOTOpPBIX U3 4-X NMUTMEHT-OCIKOBBIX (OPMHUPOBAJICS
TOJIKO OJUH XJOPO(QMILI-a-0eNKOBBIA KOMIUIeKe peaknuoHHOro nerrpa ®C-II. B stom ciyuae
gucao gactui] PI[ ®C-1l ma 1 MM Bo3pactano B 4 paza (Cemenona, Jlageirun, 1985; Jlanpirus,
1998; Semenova, Ladygin, 1984).

[TosryueHHbIE HAMH SKCIIEPUMEHTANIbHBIE PE3YyIbTaThl (TabJ. 5) MO3BOIMUIIN 3aKIIOUYUTh, YTO
B HOpPME€ B XJIOPOILTACTaX KIETOK AWKOro tuma K(+) MmiIoTHOCTh OETKOBBIX YacTull Ha | MM° B
MeMOpaHe CTEXMOMETPUYECKH JOCTaTOYHO TIOCTOSIHHA, TaK K€ Kak W pa3Mepbl caMux
WHIVUBUAYAIBHBIX KOMIUIEKCOB, M W3MEHSIETCS JIMIIb MPU CYIIECTBEHHOH MOTepe peaKlMOHHBIX
LEHTPOB WJIM CBETOCOOMPAIOIINX KOMILJIEKCOB.

Ha ocHoBaHuU BCe#l COBOKYITHOCTH MOJTYYEHHBIX JaHHBIX HAMHU MpEUIoKeHa cxema (puc. 6)
JIOKAJIM3alMK  XJIOPOPUIUT-OEIKOBBIX KOMIUIEKCOB KaK B TpaHAJbHBIX, TaK U B MEXKIPAHHBIX
yuacTkax TuiaakougoB Chlamydomonas reinhardtii. Kommiekchl SIBISIOTCS — BaKHEHITUMU
KOMITIOHEHTaMU JJIsl CTPYKTYpPHOH OpraHu3alliyd Bce MeMOpaHHOM CHCTEMBI XJIOPOIUIACTOB U
BBICOK03()(DEKTUBHOTO MOTJIOIIEHHUS W 3alacaHusl COJHEYHOW PHEpPruu B mporecce (HOTOCHHTE3A.
[ToaTromy B cTpykType U (GYHKIIMOHUPOBAHHHM (POTOCHHTETHUECKUX MEMOpaH UM MPUHAIJIEKHUT
KITIOYEBasi POJIb.

B HacTosiee BpeMs IeHEeTMUECKHMU METOJaMH JI0Ka3aHo (puc. 6), 4TO BCE OCHOBHBIE
nomunentuasl CCK-I u CCK-II um ruapodunbHoro komruiekca ¢orookucienuss HoO (Z)
KOHTPOJIUPYIOTCS SIIEPHBIME T€HaMU, a moaunentuasl koMmiiekcoB P @C-1 (CP-1) u ®C-I1 (CP-
I1) — xnmopornactasiMu reHamu (Jlageirus, 1998; Chunaev, 1990; Bondrean et al., 1994).

Celiuac MO’XKHO CYMTaTh YCTAHOBJIEHHBIM, YTO B YYaCTKaX IMJIOTHOTO KOHTaKTa THJIAKOUIOB
rpaH jokanusyercs He MeHee 80% XI0pouiI-a-0elKOBOro KOMILJIEKCAa PEAKIMOHHOTO IEHTpa
®C-II (CP-II) u mpumepHo 80% cBeTocobuparoiero xiaopodumui-a/b-6enkoBoro komruiekca II
(CCK-1I) (Jlagpirua u ap., 1980; Simpson, 1979, 1980). B To ke BpeMs OCHOBHas 4YacThb
xJyopopuii-a-6enkoBoro komruiekca peakiuonHoro nenrpa ®C-1 (CP-1) u ne menee 80%
cBerocobuparomiero  xiopodpumi-a/b-6enkosoro  komruiekca | (CCK-l) nmokamusyercs B
MEKIpaHHBIX yuacTkax TtwiaakouaoB (Miller, 1980; Simpson, 1982; Anderson, Melis, 1983;
Semenova, Ladygin, 1984). [IpuuemM mnpu HCIONIB30BAHUU METO/A 3aMOPaKMBAHUSI—CKAJILIBAHUS
(freeze-fracture) GenkoBBIE 160A gactuns! kommiekcos PI] ®C-11 u CCK-II BeisBnsrorcs Ha EF —
BHYTpeHHEH TruapodoOHON MOBEPXHOCTH CKOJIa MEMOpaH THJIAKOMJOB B I'PAaHAIBHBIX YdacTKax
(puc. 6). B To xe Bpems Genkosble 140A wactuiel kommiekcos P @C-1 u CCK-1 nokanusyroTes
Ha PF, BHemHel ruipooOHOM MOBEPXHOCTH CKOJIa MEMOpPaH THJIAKOMI0B MEKTPAHHbBIX YYaCTKOB.
[Ipu ucronb30BaHUM METO/Ia 3aMOPAKUBAHUSA—CKAIBIBAHUS CKOJIBI MEMOpaH MPOXOAST MO LEHTPY
JUTHUIHOTO OUCTIOS TUIAKOUIOB (pHC. 6).

OCHOBY Ka)KIOr0 W3 KOMILUIEKCOB COCTAaBJISIOT CHEIU(UYECKHE MOIUIENTUIbI, UMEIOIIHe
pa3iauyYHbIE MOJIEKYJSpHbIE Macchl. Tak, komiekc peakuuoHHoro ueHtpa ®dC-II cocrasmser
YEeThIPE OCHOBHBIX mojumnentuaa ¢ Moi. M. 32 (D1-6enok), 30 (D2-6emnok), 47 u 43 x/la, koTopbie
KOHTPOJIUPYIOTCS XJIoporutacTHeIMU reHamu PSbA, psbD, psbC u psbB coorsercreenno (Gruissen,
1989; Marder, Barber, 1989; Bondrean et al., 1994). JIse GenkoBble CyOBEAMHHUIBI UTOXpoMa b
559, 4 n 10 x/la, KoaupyrOTCS IBYMS XJIOPOILTACTHBIMU TeHaMu PSOE u psbF.

OcHOBHBIE MOJIUIMENTUIBI, COCTABISAIONINE KOMIUIEKC peakiuoHHoro nentpa ®C-l, nmeror
MoJ. M. 68, 65 u 19 (Fe-S-6enok) x/la 1 KOHTPOJIMPYIOTCS XJIOPOIUIACTHBIMU TeHamu PSaA, psaB u
psaC coorBerctBerno (Chunaev, 1990; Leu et al., 1990; Olive et al., 1992).
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Puc. 6. Cxema mpOCTpaHCTBEHHOW JIOKATU3AIMH XJIOPO(UII-a-0€IKOBOTO KOMILIEKCa
peakmuonroro mentpa ®C-1I (CP-1) u ee cBerocobuparomiero xmopoduimi-a/b-6enkoBoro
xommiekca |l (CCK-11) B 160A yactuiax na EFs-moBepXHOCTH IpaHANbHBIX Y4aCTKOB THIAKOMIOB,
a TaKke XJIOpopMIUI-a-0EIKOBOTO  KOMIUIEKca peakimoHHoro 1ieHtpa @OC-I u  ee
cBeTocobuparomero xuopodumi-a/b-6enxooro xommuekca | (CCK-1) B 140A uacrumax nma PF,-
MOBEPXHOCTH MEXTPAHHBIX YYacTKOB THJIakouJoB. l{udpamm mokazaHbl MOJIEKYISPHBIE MacChI
OCHOBHBIX TIOJIMNIENTHIOB, BXOJSIIMX B COCTaB KaXJOTO0 M3 KOMIUIEKCOB. B cooTBeTcTBUU €
MOCJICIOBATEIFHOCTBIO PACIIONIOKEHHS TIOJHIICTITHIOB JaH TIepeueHb IeHOB, KOHTPOIUPYIOIINX UX
cunte3 (Jlagpirun, 1998).

Z — xomruiekc ¢otookucienus H,O; EF (the exoplasmic face) — BuHyTpennss ruapodobHas
noBepxHocTh ckona, PF (the protoplasmic face) — BHemHsst TuapodoOHAs MOBEPXHOCTH CKOJIA
MeMmOpaH TruiakouaoB; freeze-fracture — metos 3amopakuBanusi-ckaiasiBanus; Lhca 1-4 u Lhch 1-6
— ressl, KouTposmpytomue cuares noaunentuaoB CCK-1 u CCK-II cooTBeTcTBEHHO.

CaeTocobuparomie KOMILUIEKCHI TeHETHYCCKH H3YYCHBI B MEHBINCH CTECIEHH, OCOOCHHO
CCK-l (JJagprrun, 1993, 1998; Wollman, Bennoun, 1982). Oxnako, He BaaBasCh B J€TalbHBIN
aHaJIM3, MOKHO CYHTATh YCTAHOBJICHHBIM, YTO OCHOBHBIMH IOJMITEITHIAMH CBETOCOOMPAIOIIETO
xnmopoduit-a/b-6enkoBoro kommiekca I (CCK-11) sBnsrores monumenTuasl ¢ Mo, M. 26, 28 u 31
k/la (JIebenes u ap., 1990; Phillip et al., 1996), a cBerocobuparoriero xiaopoduui-a/b-6enxkoBoro
komrutekca | (CCK-I) sBastroTest monmunentuas: ¢ Moi. M. 22, 25 u 34 x/1a (Bassi et al., 1992; Zilber,
Malkin, 1992). Bce nonumenTuapl CBETOCOOMPAIOUIMX KOMIUICKCOB KOAMPYIOTCS SICPHBIMU
renamu (Stayton et al., 1987; Hoffman et al., 1988). I xoTst emie He s BCEX MOJUICITHIOB
YCTAHOBJIEHBI T€HBI, HO YyX€ XOPOIIO HM3Yy4eH T'eH, KOHTPOJHMPYIOIIHi cuHTe3 Xjopodumia b,
0003HAYCHHBIN IS BBICIIMX pacTeHMii kak reH Lhchb (mo coBpemeHHO# HOMEHKIAType), a s
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Chlamydomonas reinhardtii — o6o3nauenubiii Hamu Kak cbn-1 (Jlagpirun, Arpukosa, 1983; UyHaes
u 1p., 1984; Chunaev, 1990). I'eHeTHUECKUM aHAIM30M YCTAHOBJICHO, YTO IeH cbn-1 mokamusoBan
B [IEPBOI1 TpyIIIE CLEIUIEHHs sSAepHbIX reHoB (MupHas u ap., 1990; Uynaes u ap., 1994). SAnepubie
renbl, koaupyromue noaunentuasl CCK-1, B mocneanee BpeMs o603HavaroT kak Lhca-rensr.

I'uppodwmibhbie 6enku koMiuiekca ¢porookuciaenus Boasl OC-11 (Z) ¢ moxn. m. 33,23 u 16
k/la, Tak)ke KOHTpOJUPYIOTCS saepHbiMu reHamu PSbO, psbP u psbQ coorBercTBenHo. OHuU He
cofiepKat XJIopopuia.

Wrak, Omaromaps ucmoib3oBaHuio MyTaHTtoB Chlamydomonasm reinhardtii mam ymamzocs
MoKa3aTh, YTO BCE HATHUBHBIC XJIOPOPHILI-OCTKOBBIE KOMILUICKCHI, YJacTBYIOIIME B OpraHHU3alud
dotocuctem, ABIAIOTCS  JUCKPETHBIMH, TE€HETHYECKM aBTOHOMHO JIETEPMHHHPOBAHHBIMU
enuHuIiaMu. QOPMUPOBAHUE KAXKJOTO U3 HUX MOXKET OBITH OJIOKMPOBAHO MYTAIMSIMHU OTJEIbHBIX
reoB (Jlageirmu, ArpukoBa, 1983; Jlagemrun, 1998; Gruissen, 1989; Marder, Barber, 1989;
Chunaev, 1990; Leu et al., 1990; Bondrean et al., 1994). I'enetnueckuii 6110k 06pa3oBaHus JHOOOTO
13 KOMIUIEKCOB OOYCJIOBJICH HapyIICHUEM OMOCHHTE3a CIeln(PUIecKux OCeTKOB-HOCUTEICH U, KaK
CIIEZICTBUE, COMPOBOXKIACTCA MOTEpel YacTH XJIOpOQHIUIa, KOTOpas ¢ HUM aCCOLUHPOBAHA.
CreunduyHOCTh JIOKaIM3aMU OelIKOB B MeMOpaHaxX XJIOpPOIUIACTOB U HMX B3aMMOJEHCTBHE C
XJIOPO(UIUIOM OIPEIEIISAIOT XapaKTepHbIe Ul KaKIOro U3 KOMIUIEKCOB CHEKTpalbHbIE CBOMCTBA,
(OTOXMMHYECKYI0 aKTUBHOCTb, INPOCTPAHCTBEHHYIO YIAKOBKY THUJIAKOMAOB, OOYCIOBIEHHYIO
reTepPOreHHBIM pacipeiesieHHeM XJIOpO(PUILT-OETKOBBIX KOMIUIEKCOB B IPAHAIBHBIX U MEKTPAHHbIX
y4acTkax (OTOCHHTETHYECKIX MEMOpaH.

Takum 00pa3om, ¢ MOMOIIBIO MyTareHOB (N-HHUTPO303TUIAMOYEBHUHBI, Y D-C-u3nyueHust u
raMMma-pajvanuu) ObUTU TMOJIyY€Hbl OJIMHApHbIE, JBOWHBIE W TPOWHBIE MYTAaHTHI C HapyUICHHEM
CHHTE3a OJIHOTO, JBYX WU TpPEX IMUTMEHT-OCNKOBBIX KOMIUIEKCOB (DPOTOCHUCTEM. Y CTaHOBICHBI
CHEeKTpaJibHble (QOpMBI XJIOpPODUIUIa U TOJIOCHl M3NTydyeHUs (IyopeclueHLnH, XapaKTepHble s
KaX/10T0 U3 4-X HATUBHBIX XJIOPO(UIII-OETKOBBIX KOMIUIEKCOB: PeakIMOHHBIX IIeHTpoB DC-I, dC-
Il u cBs3annbIX ¢ HUMEU cBeTocoOuparommx KomiuiekcoB | u |1 (CCK-1 u CCK-Il) cooTBeTcTBEHHO.
[Tokazano, uro no 60-70% wmonekyn xjopoduiasia BXOAUT B COCTaB CBETOCOOMPAOLINX
KOMIUIEKCOB W Juib 25-30% Mosekyn xjiopoduiuia a COCTaBIAIOT AHTEHHY pPEaKIMOHHBIX
neHTpoB OC-1 u OC-Il. U3ydyeHnsl GoTOXMMHUECKHE CBOMCTBA M IpPOBEJICHA KOJMYECTBEHHAs
OLIEHKa BEJIMYUHBI (POTOCHHTETUYECKONW €TUHUIIBI U YHCIIa PEAKI[MOHHBIX LIEHTPOB (POTOCUCTEM U
OOHApY>KEHO, YTO MOTEPs] CBETOCOOMPAIONIMX XJIOPOPHIUT-0enKOoBbIX KomruiekcoB | u I He
MIPUBOJUT K YMEHBIIICHUIO Ynciia peakinoHHBIX 1IeHTpoB DPC-1 u OC-Il B pacuere Ha XyIoporiact
(JIagpirun, 1998).

YcTaHOBNIEHO, UTO KaxXAblH U3 4-X XJIOpOPHUILI-OENIKOBBIX KOMIUIEKCOB MOYKET aBTOHOMHO
INPUHUMATh ydacTHe B OOpa30BaHUM MEMOpaHHON CHCTEMBI XJOpoIUIacToB. Ecim meMOpaHsbl
trnakou0B GpopmupoBaiuch 3a cuet aByX (CCK-IlI u PI] ®C-Il) uwau tonsko omuoro (PL] ®C-II)
U3 XJI0PO(PUIII-OEIKOBBIX KOMIUIEKCOB, TO CTEXHOMETPHYECKAs MJIOTHOCTh 3THX OENIKOBBIX YaCTHIL
Ha 1 M BayTpeHHel (EFs) runpodoOHONM MOBEPXHOCTH CKOJA YBEIMYHBAIACh COOTBETCTBEHHO B
2 wmu 4 pa3za. Hamu mpemiokeHa NpUHLOUINMATIbHAS CXeMa OpraHu3aluu (POTOCHCTEM 3eJIeHBIX
BOJIOPOCJIEH M BBICIIUX pacTeHuid. OHa OCHOBaHA Ha TOM, YTO XJOPO(GUIUI-a-0€TKOBBI KOMILIEKC
peakuumonHoro 1uentpa DC-1I Bmecte co cBerocoOuparommM  xsopoduini-a/b-6emKoBbIM
xommekcom 11 (CCK-Il) BxoauT B coctas 160A yacTui, mokanu3oBaHHBIX Ha BHyTpenHel (EFs)
ruipooOHON TMOBEPXHOCTU CKOJIa MeMOpaH THUJIAKOWIOB B 00JacTH IpaH, a XJIopopui-a-
OCIIKOBBIM KOMILIEKC peakimoHHoro 1eHtpa @C-1 — BMecTe co cBeTocoOuparonmm XJao0popuii-a
(umn a/b)-6enxosbiM xKommekcoMm | (CCK-1) Bxoaut B coctaB 140A wacTuil, n0Kanmu30BaHHBIX Ha
BHemHel (PF,) ruapodoOHO moBepXHOCTH CKOJIa MEMOpaH MEKTPAHHBIX YIaCTKOB THIAKOUIOB.
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2. CocraB n pynkuuu d6eaxos ©C-11

Kommiekc ®C-Il BbicMX pacTeHUH | 3€l€HBIX BoOJAOpocied Bkiodaer Oonee 20
MOJUMENTHAOB (pUC. 7), U3 KOTOPBIX JIMIIb 5 sBistoTcs nepudepudeckumu oenkamu (PsbO, PsbP,
PsbQ, PsbTn, Psb31).

OcranbHble OCNKH SBISIOTCS MHTETPAIbHBIMH U COAEpKaT oT 1 0 6 TpaHCMeMOpaHHBIX
cniupasieid. Y ciaoBHO, Bee Oenku, Bxoasmue B OC-11, MokHO pa3aenuTs Ha TpH rpynmbl: 1) Oenku
sllpa U TPYIa IPUMBIKAIOIMNUX K HUM HU3KOMOJICKYJISIPHBIX OCNKOB; 2) OENKH BOJAOOKHUCIISIFOIIETO
KOMIUIEKCa; U 3) TMONMIENTUIbl BHEIIHEH aHTEeHHBl KOMIUlekca. Jleranu CTpOeHUS OCHOBHBIX
koMroHeHToB @DC-II Ha HacTOSMMIA MOMEHT XOpOIIO W3BECTHBI Oyiarofgaps JaHHBIM
pertrenocTpykrypuoro ananuza OC-I1 manodaxrepuit (Kamiya, Shen, 2003; Ferreira et al., 2004;
Loll et al., 2005; Guskov et al., 2009; Umena et al., 2011). B mneHTpe mMUrMeHT-OEIKOBOTO
komruiekca Haxomautcs sapo DC-11, Brmrovaromee cemb ocHOBHBIX OenkoB: D1, D2, CP43, CP47,
oenok |, a takke a- U P-cyObequHUIBI IUTOXpoMa Dssg. KimoueBsie yHkimm B padore OC-II
Ooepyt Ha cebs Oenku DI m D2, ¢ KOTOphIMH CBsI3aHBI BCE€ OCHOBHBIC KO(MAKTOPHI IMepeHoca
ANEKTPOHOB, CPEIIN HUX:

e 6 MoJIeKyN XJopoduiia a, ABe U3 KOTOphIX BXxoAsaT B PILI, oOpa3ys aumep ¢ MakCHMyMOM
noromeHus 680 um (Pegp);
e JIBe MOJIEKYJbI peouTrHa — OJHAKO, TOJIBKO OJHA MOJIEKYJa, cBsizaHHasd ¢ D1, yyactByer B

ANIEKTPOHHOM TPAHCIIOPTE U CIY>KUT IEPBUYHBIM aKIIETITOPOM 3JIEKTPOHA;

e JIBa XMHOHA: BTOPUYHBIC AKIIETITOPHI AJIEKTPOHOB: MIACTOXUHOH Qa W mmacToxwHoH Qp

(Croce, van Amerongen, 2011; Renger, 2011; Umena et al., 2011; Cardona et al., 2012).

K ocranpHbIM OenkaM simpa OTHOCAT Oenku BHyTpeHHeW anTeHHbI — CP43 u CP47, ¢
KOTOPBIMHU CBsi3aHBI 13 1 16 MoyeKyl XJ0poduiuia, COOTBETCTBEHHO; U IIUTOXPOM Dssg, KOTOPBIit
HE BKJIOYEH B IEMb JUHEHHOrO0 TPaHCIOPTa AJIEKTPOHOB, OJHAKO, HEOOXOAMM JUIsl 3aIIUTHI
komiwiekca DC-ll ot ¢oronecrpykimu. Kpome Ttoro, muroxpom bssg Moxker ydacTBOBaTh B
UKIMYeckoM Tpancnopre 3aekTporos B @C-11 (Barber, De Las Rivas, 1993; Vasil’ev et al., 2003).

Boiicuenne pomu OenkoB @DC-II B mpomecce OKHCIEHHS BOJBI IOKa3bIBaeT, 4YTO
ABOJTIOIIMOHHBIC M3MEHEHHS TPAKTUYECKU HE 3aTpoHyiu BHyTpeHHee “sapo” ®C-Il. B cocras
MUHUMaIbHOTO KomIuiekca @C-11, cmocoOHOT0 K OKMCICHHUIO BOABI, KaK Y BBICHINX PACTEHUH, TaK
1 y nuaHoOakTepuii, BXoguT cemb OenkoB: D1, D2, CP43 u CP47, a takxe o- U B-CyObeAMHUIIBI
muroxpoma Dssg m 6enok Psbl, ynanenue xoropbix mpuBoauT K HapymeHusM B coopke OC-Il u
OoTCYTCTBHIO BhIAeneHus kuciopona (Umena et al., 2011; Bricker et al., 2012). Bmecre onu
obpazyroT “supo” DC-Il, cTpykrypy, CHOCOOHYIO OKHCIATH BOAY W BOCCTaHABIUBATH IMYI
IUTACTOXHHOHOB B JKCIEpUMEHTaNbHBIX ycioBusx (Umena et al., 2011; Bricker et al., 2012).
OpHako, HECMOTPS HA TO, YTO TakoW MUHUMaNbHBI KoMiieke DC-11 obnagaer hoToxumudeckon
AKTUBHOCTBIO, CKOPOCTh BblJeieHUss Oz y HEro He BBICOKA M HeE mpeBblIaeT 25% OT cCKopocTH
MOJIHOCTBIO chopmupoBaHHOTO KomIuiekca DC-11, Beraenennoro u3 memopansl. Kpome Toro, Takoii
MUHUMAaJIbHBIA KOMILUIEKC HE CTAa0WJIEH M JIETKO MHAKTUBHUPYETCS CBETOM, a TaK)Ke HYXKJAeTcs B
BBICOKHX, He(hDM3HOIOTMYECKMX KOHIeHTpaumsx noHoB Ca’" um CI” B cpeme mist momepskaHus
aktuBHocTH (Bricker, 1992). Jlns ero ycroiuuBoi pabOTBl HEOOXOAMMO MPHUCYTCTBHE €Il
HECKOJIbKUX BHEIIHUX OETKOB KOMIUIeKca (OTOOKUCICHHUS BOJBI, CBS3aHHBIX C JIOHOPHOM
croponoit ®C-II (Bricker et al., 2012).

VY BBICHIMX PACTEHHUU M 3€JIEHBIX BOJOPOCIECH BOJOOKHUCISAIOUNA KOMIUIEKC MPEICTaBICH
oeaxamu PsbO, PsbP u PsbQ, xotopeie dhopmupyror BHemHui gomeH Komiuiekca OC-11 (ITurones
u 1p., 2012). Otu Genku CBA3BIBAIOTCS C JIOMEHAJIBHON CTOPOHOM MEeMOpaHBI M PacroyiaraloTcs
BOJIM3U KaTAJIMTHYECKOTO IIEHTPa BOJOOKHCISIONIETO KoMILieKkca. Pojb, KOTOpYIO OHH HUIpaioT B
AKTUBHOCTH KOMILIEKCa (DOTOOKHCIEHHUS BOJBI, 3aKIIOYACTCS B CTAOMIM3allMU KAaTaTUTHYECKOTO
LeHTpa 1pu QusnonoruueckoM coxepxannn uonos Ca’* u CI™ B cpene (Bricker et al., 2012).
Kpome Toro, Genku BOJIOOKHUCISIONIETO KOMILIEKCa 3alUIalnT Mn-kiactep OT araku BHEINTHHMH

BOCCTAHOBHTEIISIMHU, KOTOpble HaxoasaTcs B momeHe (Popelkova, Yocum, 2011; Ilurones u ap.,
2012).
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Puc. 7. Cxema pacnosioxeHusi OoCHOBHbIX KoMInOHEHTOB PC-ll B MemOpaHax THJIAKOMAOB 3€JCHBIX BOAOPOCICH M BBICIIUX pacTeHuil. D1
(PsbA) u D2 (PsbD) — 6enku ¢ moit. maccoit 38 k/la; CP43 u CP47 — npouno cBs3annbie ¢ PI] cBerocobuparomue komriekcsr; PSbO, PSbP u PsbQ —
BOJIOPACTBOPHMBIE OEIKH CHCTEMbI OKHCICHHs BOIbl, Cyt Dssg — muroxpom bssg, uMeromuii MakcumMyM morsiorieHus mpu 559 um; P680 — mumep
xJopousuia, MepBUUHBINA JOHOP AekTpoHa; Phe — mosekyna deodurrna, nepBUUHBIN akientop 3aekTpoHa; Qa U Qp — MEpPBUYHBIA ¥ BTOPUYHBIN
XHUHOHOBBIC aKIENTOPHI AJIeKTpoHa; PQ — myn rractoxuHoHa; Y ; — BTOpHYHBINA JTOHOP 3nekTpona (Tyr161 6enka D1); CP24, CP26, CP29 u LHC-I1 -

cBeTocobuparoriue xaopodusui-a/b-6enkosbie komruiekcsr 1.
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B cocTtaB BOJOOKHCTSIONIETO KOMILUIEKCA y Pa3HBIX OPTaHU3MOB MOXET BXOJIUThH OT 1 10 5
oenxoB (De Las Rivas et al., 2004; Pagliano et al., 2013). V sykapuoT (BBICIIHX PAaCTCHHU U
3eJICHBIX BOJlOpocieil) Takumu Oenkamu siBisitorest PSbO (26.5 k/la), PsbP (20 x/la) u PsbQ (16
k/Jla). CaliTel CBSI3BIBAaHUS ISl OTUX OEIKOB y pa3HbIX opraHu3MoB pasinudHbl. B ®C-Il 3enenoit
Bojopociu Chlamydomonas reinhardtii y kaxmoro u3 Tpex O€IKOB MMEETCS OTACIBHBIA CaiT
CBS3bIBAHMS — HE3aBUCHMas MOJCNIb CBs3biBaHus (Suorsa, Aro, 2007; Enami et al., 2008). ¥V
pacrenuii Toiapko aBa Oenka (PsbO, PsbP) camocrositensHO CBs3bIBaIOTCS C MeMOpaHOI.
BsaumoneiictBue camoro majnenbpkoro oenka (PsbQ) ¢ ®@C-ll mpoucXxoauT mpu MOMOIIMH APYTHX
OekoB. JIaHHBIIM BOIIPOC /10 KOHIIA HE U3y4YeH, HO cuuTaeTcs, uto PShQ moxer cBs3biBaThest ¢ PC-
Il uepe3 Gemok PSbP wimu mmeer mocamounslii caiiT cpa3y Ha aAByx Oeiakax — PsbO u PsbP (Suorsa,
Aro, 2007; Enami et al., 2008). JIomoJHUTEIIEHO B COCTAB BOJIOOKHCIISIONIEIO KOMILIEKCA BBICIIHX
pacTeHuil U 3eJeHBIX BOIOpOCeH BxoauT Hebonbinoi 6emok PSbR (Suorsa et al., 2006; Enami et
al., 2008; Pagliano et al., 2013).
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TI'JIABA X1V

MOJIEKYJISAPHAS OPTAHU3AIUA KOMIIVIEKCOB ®OTOCUCTEMBI I
N ®POTOCUCTEMBDI 11

Y4uuThIBas, 4TO OMOXMMHYECKHH COCTaB MEMOpaH XJIOPOIJIACTOB M HMX CTPYKTYpHO-
(GyHKIMOHATbHAST OpraHM3alis Yy 3€JCHbIX BOJOPOCICH W BBICHIMX PACTCHUH MPAaKTUUYECKU
OJTMHAKOBA, MMO3TOMY PE3yJIbTAThl, TOTYYCHHBIC Ha PEAKIMOHHBIX IEHTPaX (POTOCHCTEM BBICIINX
pacTeHHid, MOKHO MPUMEHUTH K (JOTOCHUCTEMAaM 3€JIEHBIX BOJIOPOCIICH.

3a mociemHue TOAbl JOCTUTHYTHI 3HAUUTENLHBIC YCIIEXH B HMCCIICOBAHUU MOJICKYISIPHON
opraHu3aii KOMIOHEHTOB (oTocuHTeTHueckoro ammapata (puc. 1) (Nelson, Ben-Shem, 2002;
Merchant, Sawaya, 2005; Jensen et al., 2007). Ilocneauue pe3ysabTaThl, MOJyYCHHBIC HEIABHO Ha
dorocucreme |l (Biesiadka et al., 2004; Ferreira et al., 2004; Kern et al., 2005) u na CCK-II (Liu et
al., 2004; Standfuss et al., 2005) umeror Oojee BBICOKOE pa3pelICHHE, YeM OIHMCAHHBIC PaHEe
(Kuhlbrandt et al., 1994; Klukas et al., 1999; Zouni et al., 2001; Kamiya, Shen, 2003).

Grana Stroma lamellae

Stroma

Stroma

Puc. 1. ApxuTekTypa KOMIUICKCOB THJIAKOMJAHBIX MEMOpaH W PACTBOPUMBIX OEIKOB,
OCHOBAaHHAsl Ha CTPYKTYpax C BBICOKMM pa3perieHueM. J[ocTynHble CTPYKTypHBIE IaHHBIE II0
OCIIKOBBIM KOMIUIEKCaM MeMOpaH M PAacTBOPHUMBIM OelikaM OBbUTH CKOPPEKTUPOBAHBI C YYETOM
OTHOCHTENBHBIX pa3mepoB Qotocuctembr | pacrenmii (PS ). CrpykTypHble AaHHBIE OBUIM
nonydensl u3 Protein Data Bank (PDB): PS | — 1QZV, 1YQO9 (teopernyeckas monens); Fd — 1A70;
PC - 1AG6; deppenokcun-HAID-penykraza — 1QG0. Crpykrypa F-ATda3sl xnopomacta Obuia
MMOCTPOCHAa Ha OCHOBAHWH JAHHBIX MHUTOXOHJpHAIbHOW M OakTepuanpHoil F-ATda3-PDB 1HSE
(xkaramutnueckoit) u 1YCE (memOpannoit). BcraBka mnpezacraBisier co0OM CXEMaTHYECKOES
n300pakeHue pparMeHTa THIAKOHUa, KOTOPBIA OBUT CMOJICITMPOBAH C UCTIOJIH30BAHUEM CTPYKTYD C
BbIcOKUM pazpemenneM (Nelson, Yocum, 2006).
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Ceiiuac TOJIy4eHBI OoJiee COBEPIICHHBIC PE3yNbTaThl U IO CTPYKTYPHOW OpraHHU3aIlNH
MEMOpaHHOTO CYMEepPKOMIUIEKca peakimoHHoro meHTpa PC-1 pacTeHui W CBA3aHHOTO C HHUM
antenHoro komiuiekca CCK-I (Ben-Shem et al., 2003). CxoxctBo B cocTaBe M PaCHOJIOKCHUU
K0(aKTOPOB B KOMILICKCAX, pa3e/iCHHBIX MUJLIHAPAAMH JIET 3BOJIfONKH, mopaxaer (Ben-Shem et
al., 2004; Nelson, Ben-Shem, 2005; Jensen et al., 2007), a paszauuus B O€IOK-OEITKOBBIX
B3aUMOJICHCTBUSAX U HOBBIE (YHKUMHU, [J00ABIEHHbIE B TEUYEHHE JUIUTEIHLHOM SBOJIOIHUH
JYKapUOTHYECKUX KOMIUIEKCOB, IMOAYEPKUBAIOT YHUKAIBLHOCTh OWOJIOTMYECKOW amanTaiuu K
HKOJIOTMUECKUM HUIIAM U COXPAaHEHUE BO3HHUKIIMX HM3MEHEHHH B ATHX CIIOXKHBIX (DEPMEHTHBIX
cucremax (Nelson, Ben-Shem, 2005; Jensen et al., 2007). Ha mMexaHHCTUYECKOM YpOBHE, HOBBIC
CTPYKTYphl HAaKJIaJbIBaIOT OrPAaHUYECHHS] HA TEOPETUUYECKHE CIEKYJISIUU M YKa3bIBalOT Ha
AKCIIEPUMEHTHI, HEOOXOIUMBIE JUTSI MTOAICPKKHU HITM OTKJIIOHSHHSI CTAPhIX U HOBBIX THUIIOTE3.

1. CTpykTypa komiiekca ¢porocucremsl |

®otocucrema I (OC-1) — 310 3ameuarenbHas HaHO-(POTOAIEKTPHUYECKAsT MAIIUHA, KOTOpast
paboTtaeT ¢ KkBaHTOBBIM BBIXOZ0M, Omm3kuM K 1.0 (Nelson et al., 2002; Nelson, Ben-Shem, 2004).
Teoperndeckue pemieHUs KBAaHTOBOM MEXaHHMKH JJIsl TAaKOTO MexaHu3Ma cymiecTByroT (Forster,
1948; Dexter, 1953; Ritz et al., 2001; Yang, Fleming, 2002, 2003), HO HCKYCCTBEHHBIC CHCTEMBI HE
JIOCTHraloT Takoi 3¢ ¢dexkTuBHOCTH. DTa >PPEKTUBHOCTh MPUBIEKIA K H3YYEHHIO CTPYKTYPHI
dorocucrem monekymsapabix ouosoros (Allen et al., 1987; Deisenhofer, Michel, 1989). Cnoxnas
opranusais ®C-1 pacrenuit siBisercs onHOW U3 BakHewmmx npodiem (Sener et al., 2005), tak
kak oHa coctouT u3 PI] ®C-I u CCK-l, B pe3ynbrare 4ero ee CynepKOMILIEKCH MPEICTaBISIOT
Oosiee TpyaHyr TpoOieMy, yeM OakTepuaibHbie peakimonHbsie neHTpsl (lhalainen et al., 2002;
Nelson, Ben-Shem, 2004). [Toatomy He yaAUBUTEIBHO, YTO mepBast cTpykrypa ®C-| Oblia u3ydeHa ¢
OMOIIBI0 TepMOPHIbHOM IMaHoOakTepun Thermosynechococcus elongatus (Fromme et al., 1996;
Schubert et al., 1998; Jordan et al., 2001). CTpykTypHas Mozens ¢ paspemenueM 2.5A (Jordan et
al., 2001) conepxana 12 OenkoBbix cyosenuuun u 127 xodakropos (96 monekyn xiopoduiia, 22
MOJICKYJIBI KapOTHHOHUIOB, 2 MOJIeKYyJbl (GuinoxuHoHOB, 3Fe S, kmactepa m 4 MOJIEKYJIbI
JUMUI0B). DTO 3MOXATbHOE JOCTHXKEHHE, KOTOpoe 00ecreurBaio MepBOe MOAPOOHOE ONUCAHHE
MoJIeKyJIsipHO# apxuTekTypbl @C-1. beutn onpeneneHsl opueHTAMS U B3aUMOJICUCTBHUS OCITKOBBIX
cyOosenuuun u aApyrux kodakropos (Jordan et al., 2001). Kpucrammmyeckas crpykrypa ®C-1 in
vivo Thermosynechococcus elongatus — »to Tpumep c¢ aumamerpoM 210A m MakcumanmbHOM
tommuuoit 90A. B otimune ot storo, ®C-1 pacrenuii asaseTcs MoHOMEPOM. MoJielb, IOMydeHHAsS
¢ paspemenrueM 4.4A, cocrout u3 16 GenkoBbIX cyObemuHMI, 167 MOIeKyn XIopoGumnos, 2
MoJiekya GruutoxuHoHoB (ButamuH Ki) u 3Fe,S4-1ienTpoB (kiactepos) (Ben-Shem et al., 2003).

CrpomanbHbiii ydacTok TuinakouaoB ®C-I pactenuii (puc. 2) mokas3bpIBaeT JIBa pa3IMYHBIX,
cnabo cBa3anHbix ¢Qparmenta: PL[ ®C-1 u CCK-I, xoTopble oTaeneHs Apyr oT apyra riyOoKon
menpto  (cleft). Yerwipe cyOwsegununer CCK-1  dopmupyror nBa gumepa, pacmoiOKEHHBIX
nocjenoBaTenbHo, U (GopMupyroT “IyHOOOpasHBIA” TMOsIC, KOTOpHI KOHTakTupyer ¢ PsaF
cyOpenuHuIel peakionHoro nenrpa OC-1.

OTOT mosic sABIsETCSs Hanbojee M3BECTHBIM JOMONHEHHEM K cTpykrype PC-I pactenuid.
PeakulMOHHBINM LIEHTP COXpaHAET TO K€ CaMOE€ MECTO U OPHEHTAlMI0 KOMIIOHEHTOB IepeHoca
AJIGKTPOHOB M TpaHCMEMOpaHHBIX crupaneidi, oOHapyxkeHHbIXx B @C-I numanobakTepuii,
npuHagIexammx X- U M-cyObenuHunaMm, KOTOpble ObUIM YTpadeHbl BO BpEMSI HBOJIOLHU
xJyoporiactoB U npuodperensl OC-1 nmaHoOakTepuii Mocine pacxokICHHUS C dYKapUOTHUYECKOU
®C-1 (Ben-Shem et al., 2004; Jensen et al., 2007). /Ise momonHuTenbHbIe cyObeauauIbl (PsaG u
PsaH) npucyrctBytor B ®C-| pacrenuii (puc. 2). PsaH, noxanusoBannas psgoMm ¢ Psal, umeer
eMHUYHYIO TPAaHCMEMOpPaHHYIO CIIMpaik ¢ mocieayromeii 20A-Hoii crupanbio, KoTopas JeKHT Ha
CTPOMAJIBHOI CTOpOHE MEeMOpaHbI U CBA3aHa C OJHON MoJeKyoi xjmopoduiia. PsaG romonornuna
PsaK (Okkels et al.,, 1992). Ona pacnojoxeHa Ha NPOTHUBOMOIOKHON cTopoHe PsaK wu
CHOCOOCTBYET YBEIMUEHHUIO TUIOMIAIM KOHTAKTHON moBepxHOCcTH i cBsizu ¢ CCK-I (puc. 2). e
TpaHCMEeMOpaHHbIE CIIUPAIU COSAUHSIIOTCS € MOMOUIBIO IJIMHHON METIH, KOTOpasi pacloyioKeHa Ha
cTpoMainbHOil cropoHe MemOpanbl (Ben-Shem et al.,, 2003), 4To COOTBETCTBYeT HEIaBHUM

150



ouoxumuueckuM wuccienoBanusM (Rosgaard et al.,, 2005). Xors PsaK sBnsercs HacTonbko He
YETKON B CBOEM IOJIOKEHHH psAoM ¢ PSaA, uto ee meist Obuta ciabo BUIHA JaKe B CTPYKTYPE C
BeicokuM paspernenneM OC-1 muanodakrepuii (Jordan et al., 2001). PsaG mpouno cBsizana ¢ PsaB,
a TaK)Ke MMEET CIUpaib-CIupaibHOe B3auMoeiicTere ¢ Lhcal (puc. 2).

Puc. 2. Crpykrypa ¢dotocucremsr | pacteHuii (BUI €O CTPOMAbHON CTOPOHBI).
CTpyKTypHBIC KOODIMHATHI IMOJY4YEHBI M3 TeopeTHueckux pacueroB (PDB) wucxomaHbIX
crpykrypHbix aanHbix (PDB 1QZV) (Jolley et al., 2005). 3erensim 1BeTOM MOKa3aHbl MOJICKYJIbI
XJI0pouiia, KpAcHbIM — PACCUMTAHHOE PACIONOKEHHE KapOTHHOWIOB U JMNUAOB. benkoas
OCHOBa, cocrosimas u3 16 cyObenAuMHUI, MOKa3aHa Ha 3aHeM IUIaHe. Takke MOoKa3zaHo
pacnionoxenue PsaG, PsaH, PsaK u Lhcal — Lhca4 cyoseaunaui (Nelson, Yocum, 2006).

Ha cTtpoManbHO#l CTOpOHE Tak)Ke pacIoOKEHbI OCHOBHBIC CTPYKTYPHI TepudepuitHbIX
cyopenuuunl PsaC, PsaD u PsaE, moutun umnentuunpie OC-1 nmanobakTepuil 3a MCKIIOYEHHUEM
yBenudeHus: N-koHma PsaD, 4To sBIsIeTCsl yHUKAIBHBIM JIJI SYKapUOTHIECKON CyOBeAMHUIIBI (PHC.
3). Bonpmyto ycroitunBocTh 3TOro aoMeHa PDC-I XOporiacToB CBS3BIBAIOT C XaOTPOMHBIMU
areHTamMu B 3ToM ymnuHeHuu PsaD. Ha mroMenanbHOW cTOpoHe HamOosiee 3aMETHO pa3Inydue
Mexay (OTOCUCTEMAMH PACTECHUH M IMAHOOAKTEpUU. DTO pa3Nuyue 3aKI0YaeTCs B HATUYHH
CTPYKTYpbl CHUpPATb-NETIA-CIUpPaib, YTO CIOCOOCTBYET YIJIMHEHHIO N-KOHIIEBOTO JOMEHa
cyopenununbl PsaF y pacrenuii (Ben-Shem et al., 2003) u obGecnieunBaer Gonee 3¢ dekTuBHOE
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CBS3BIBAHHE C PEAKIMOHHBIM IICHTPOM. B pe3ynbTare, MEepeHOC AJIEKTPOHOB OT 3TOTO MeEMb-
coaepxariero 6enka Ha P7gp @C-1 oka3piBaeTCs Ha 1Ba MOpsIKA BBIIIE TOW BEJIMYMHBI, KOTOpas
xapaktepHa s nuanodaktepuit (Hippler et al., 1996; Olesen et al., 1999).

Taxkum ob6pazom, kpuctammdeckas ctpykrypa PL[ @C-l pacTenuii moka3pBaeT HE TOJIBKO
€ro apXuUTeKTypy, HO W BO3MOXHBIM pexum B3aumojeictBuss ¢ CCK-l B pesymbrare uero
oOpa3yroTcsi cynepkoMIiekcsl. X cTpykTypa Takxke oOecreunBaeT HOBOE MOHHMMAaHHUE MPUPOJIBI
ToKycoB B3aumozeicTBus Mmexay PC-1 m mmactonmanuHoM, QeppernoKcuHoM, (epperoKCHH-
HAJI®-penykrazoit, a Ttakke ¢ CCK-II. CnemoBarenpHo, MojekyispHas cTpykrypa OC-I
obecreynBaeT OCHOBY JJIsi UCCIICJIOBAHHS MEXaHHW3Ma CBETOCOOpa M TPEBpAIlCHUS SHEPTUU B
mpouecce  (QOTOCHHTE3a, a TaKKe OHBOJIOLMOHHBIX  CBsI3eH, KOTOpble chopmHupoBaIH
(OTOCHHTETHYECKUI anmapat 3eJICHBIX BOJOPOCIIEH 1 BHICIIMX PACTEHUH.

_F'saG

- PsaE
A ’

Puc. 3. Ctpykrypa dorocucremsr I pacrenuit (Bua cOoky). Xiaopopuiui, KapOTHHOUIBI U
TUNUABl ObUTH HMCKITIOYEHBI. KodakTophl, ydacTByIOIIME B CBETOMHIYIIMPOBAHHOM TPAHCIOPTE
31eKTpoHOB (P700, Ao, A1, Fx, Fa 1 Fg), mokazansr BMecTe ¢ 6€IKOBOI OCHOBOM, cocTosIIei u3 16
cyorenunnn. [lokazaHo pacnonoxkenue PsaB, PsaC, PsaD, PsaE u PsaF cyObenunun. B memnwm
mepeHoca 3JEKTPOHOB yKazaHbl XJaopoduit Py (kpacuelit) u  apyrue Xiaopobuinisl (3erenvle).
[Toka3zanbl Takke XWUHOHBI (cunue) u xene3o (kpacnoe) m cepa (ocenmas) B Kele30-CEPHBIX
kinacrepax (Nelson, Yocum, 2006).

2. CTpykrypa kommiekca gorocucremsbi |1

B cmydae dotocuctemsl Il pactenmii TpexmepHas moaenb cynepkomruiekcoB PL] dC-I
MOJTydeHa ¢ MOMOIIBI0 KPHOIJIEKTPOHHON MUKPOCKONUU M aHanu3a enquHuyHbIX dactuil (Nield et
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al., 2000). DTuM MeTOAOM JNOCTYMHBI OBUTM TOJNBKO KPUCTAUIMYECKUE CTPYKTYPHI BHEIIHUX
cyobeaununi PSbP u PsbQ ¢ pasperrennem 1.6A u 1.95A, coorBercTBEHHO (Calderone et al., 2003;
Ifuku et al., 2004). Bonpmas cyowenununa PsbP cocrout B ocHOBHOM 13 B-ckianok (B-sheets) u,
MO-BUAMMOMY, HE HMEET KakKuX-TH00 O0OmHMX dYepT co CTpykrypoit PsbV mumanoGaktepwmii.
Crpykrypa PSbQ Tarxke He MMeeT aHAJOrOB Cpein CYOBEIUHHMI] HUAHOOAKTepuil. DTa THOKas
obmacte PsSbQ, kak momararor, ydactByeT B cBssbiBanun ¢ DC-Il1 (Seidler, 1996). IlombiTku
kpucraumzoBate PShO-0enok He ygamuch, BO3MOXHO, IIOTOMY 4YTO €My CBONCTBEHHA
uneynopspouennocts (Lydakis-Simantiris et al., 1999).

[Monay4nTh MUQpaKIOHHbIE KaYeCTBEHHBIC KpUCTaLTbl MHTAaKTHON DC-1l pacrenuii Taxxe
ue ynamock (Fotinou et al., 1993) u3-3a mporeonusa o6pa3ioB B MPOIECCe KPUCTATUTH3AIUN. DTa
npobnema He Bo3HMKana rpu kpuctawuzamuu OC-11 repmopunbHbIX nnaHoOakTepuil (Harpumep,
Thermosynechococcus elongatus, Thermosynechococcus vulcanus) (Zouni et al., 2001; Kamiya,
Shen, 2003; Ferreira et al., 2004). Vx OenkoBblii KOMIUIEKC 00pa3yeT AMMEpbl B KPUCTAJIAX C
paspelieHreM CTpYKTyp B auamasoHe ot 3.8A 1o 3.5A; a memaBHO GObUIO coOOLICHHE C
paspemrennem 3.2A (Biesiadka et al., 2004; Nelson, Yocum, 2006).

Mogenu crpykrypsl @C-II Bua cBepxy €O CTOPOHBI CTpOMBI (pHc. 4) u Bua cOoKy (puc. 5)
NpEe/ICTaBICHBl HA OCHOBAaHWM JaHHbBIX, moiydeHHbIX Deppeiipa ¢ coaBropamu (Ferreira et al.,
2004).

E.

Puc. 4. Crpykrypa numepa ¢otocuctembl Il mumanoOakrepwii (BUA CO CTpOMAlIbHOMN
ctoponsl). [lomumenTuanple 1eny OCJNKOB TMOKa3aHBl Ha 3agHEM IUIaHe, a XpoModopsl — Ha
nepeaHeM IuiaHe; Ttakke mnokasaHel CP43 (PsbB) u CP47 (PsbC), xmopodwin (zenewsiil),
KapOTHHOUJIBI (Kpachwvie), TUIACTOXUHOHBI (CuHue) W TPaHUIA MEKIY MOHOMEpPAMHU PEaKIHOHHOTO
uenrpa Il (nynkmupnas cmpenxa). Ctpykrypa ocHoBana Ha PDB-1S5L ®C-Il (Nelson, Yocum,
2006).

Takue Monenu sIBISIOTCS YAOBIETBOPUTEIbHBIMHU, IOTOMY YTO MHOTHE U3 UX OCOOCHHOCTEH
COBMAJAIOT C TMPEICKAa3aHUSMU, TOJYYCHHBIMH OHOXUMHYECKHMH W CIEKTPOCKOMHYECKUMU
JKCIIEpUMEHTaMU. BmecTH ¢ TeMm, OHM TMO3BOJIAIOT CHeNaTh PpaCHIMPEHHBIE CTPYKTYpHBIE
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TOJIKOBAaHHUSI OTHOCUTEIILHO Pa3MEIICHHS OTACNbHBIX CYOBEIUHUI] MU OPUEHTAIUIO0 MHTMEHTOB,
CBSI3aHHBIX C PEAaKIMOHHBIMU IEHTPaMHU M WX aHTEHHBIX CHCTeM. Bo Bcex mpeicTaBlIeHHBIX
CTPYKTYpax BHJHO, 4TO TpaHCMeMOpaHHble crupanu cyobeaunun PSDA u PsbD peakumonHbIX
LIEHTPOB HAXOJATCS B HEMOCPEACTBEHHON ONHM30CTU JIpYT K Apyry. Kak m oxunanock, XxpoMopopsl
pPEaKIMOHHBIX LEHTPOB (BKJIIOYass 6 Moyekyn xiopoduiuia, 2 Monekynasl (eodernHa,
mIacToXuHOHBI Qa W Qp, W pEIOKC-aKTUBHBICE THUPO3WHBI Yz W Yp) CBA3AHHBI C 3THUMH
cyobequaunamu. Cyobeauanna PSbC naxomutcs BOmm3u k PSOA u PsbD u B HemocpeacTBeHHoM
omusoctu k PsbB. Pacnonoxenne monekyn xiaopodumia B PsbB u PsbC B Hacrosmiee Bpems
JOCTaTOYHO XOPOIIO M3y4eHO; 14 Morekyn xjopopuiia a cBs3anbl ¢ PsbB u 16 monexys cBsizaHbl
¢ PsbC. na 23 monekyn xiopodusuia, JUTAHAOM K IICHTPATbHOMY aTOMY Mg2+ XJIOPUHOBOTO
KoJbIla sBisiercs a3oT His-ummnazona. CeMb MONIEKYN [-KapOTHHA BBISBIEHBI B 3TOH CTPYKTYpE;
HEKOTOpbIE M3 HHUX CBSI3aHBI C IUT. bssg, Chl; DI u Ilggp — XI0pOdHILIIOM PEaKIIMOHHOTO IICHTPa
®C-11 (Biesiadka et al., 2004).

Bonbiue Buenmaue et PSbB u PSbC xopoino BuaHBI, Kak 3HAYMTENbHBIE BBICTYIIBI BO
BHYTPUTHIIAKOUITHOE TIPOCTPAHCTBO HAJ TPAHCMEMOpPAHHBIMU O-CHUPATISAMH OTUX OOJBIINX
cyobeaunuil. JlomonHuTenbHbIe CyobeauHuIbl (Takue kKak: PSbH, Psbl, Psbl, PsbK, PsbL, PsbM,
PsbN, PsbT, PsbX, u PsbZ) noxanusytorcs B 3toii ctpykrype. [Ipeanonaraercs, uro PsbL, PsbM, u
PsbT Bomneuensl B popmupoBanue numepoB PI[ @C-II, B To Bpems kak Psbl u PsbX, BeposiTHO,
CTaOMIIM3UPYIOT CBsI3bIBaHUE 5 1 6 Monekyn xynopodmia, Chl;D1 u Chl;D2, xotopsie cBsi3aHbl ¢
PsbA u PsbD, coorBerctBenno. Cyobenununiisl Psb), PsbK, PsbN, u PsbZ crpynnupoBans! BOIM3H
PsbC u, mpennomnaraercs, ydacTBYIOT B cBsizbiBaHMM KapotuHoujoB (Ferreira et al., 2004). Ha
CTPOMAaJIbHON CTOPOHE CTPYKTYpBI, CAallT CBsI3bIBaHUS QA COCTOMT M3 aMUHOKHCIIOTHBIX OCTAaTKOB
ot PsaD; caiiT cBs3piBanust Qg COCTOMT M3 JIMTaHIOB, PACIIONOKEHHBIX Ha PShHA.

HeremoBoe jkene3o, pacroyioxKeHHOE MeEXAy HSTHUMH calTaMu 3aBepliaeT CTPYKTYpY,
KOTOpasi OYeHb MOX0Ka, HO HE MJICHTUYHA, XHHOHOBBIM caiTaM (POTOCHHTE3MPYIOMIUX OaKTepHid
(Kern et al., 2005).

ITo mporuo3am ot myrareHe3a u onoxumudeckux skcrepumentoB (Bricker, Frankel, 2002)
KpynHble BHemrHne neriaun PSbB u PsbC oGecreunBaror caiiTel CBA3BIBAHUS ISl MPUKPEIICHHS
cyobequnauiibl PSbO, koTopas BuIHA Ha JIFOMHHAJIBHOW CTOPOHE KOMIUIEKCA KaK YIJIMHCHHAsS
CTPYKTypa, cojepxaias [-CKlIaJKH, B COOTBETCTBUU C TPEACKA3aHUSIMH  (PUIUUECKHUX
XapakTepucTHK pacTBopuMoro Oenka (Xu et al., 1994; Betts et al., 1997; Shutova et al., 1997;
Zubrzycki et al., 1998; Lydakis-Simantiris et al., 1999, 1999a).

B crpykrypHoit Mmonenu, N-koHIIeBO#t Oenok cBsizaH ¢ BHemHeld metieit PShC, B To Bpemst
Kak et B ctpykrype PSbO BeTymaeT B KOHTAKT ¢ BHEITHUM JoMeHoM PSbB.

OpHako CTPYKTypa HE JaeT HUKAaKUX J0Ka3aTelbCTB OOHApPYKEHHOTO B3aUMOJICHCTBUS B
®C-1l pacrenmit mexay N-konmom PSbO u Buemmeir merieir PsbB (Odom, Bricker, 1992).
Hamnune nyx kommii PsbO OGenka y pactenmii (Xu, Bricker, 1992) moxer orBeuars 3a
fonojaHUTEabHOE B3aumojeiictBue PSbO-PsbB B xmjoporuractax mmmuata.  Xots  PsbO
CTaGUIM3MpPYeT HeOpraHHYeCKHil MOHHBIA KiacTep, a 3.5A Mozmens mpesmonaraer, 4To JIMTaHIbI
PsbO ne cBs3wBatorcst ¢ aromamu Mn. Tem He Menee, netins B PSbO mpoxoaur B HampaBieHun
Mn-kmacrepa, W 23Ta TeTIsI, KaK MPEANONaralT, MOXET (YHKIHMOHUPOBATH B KadecTBe
ruAPO(GUIBHOTO MYyTH MEXIy JIOMEHOM M HEOpraHHYeCKUM HOHHBIM Kiactepom (Ferreira et al.,
2004). CyObenuuuibl y pacteHuid aub0 conepikar derbipe cnupanu (PsbQ), nubo Gorartsie f-
ckmagku (PsbP), koropeie oTcyrctByroT B cTpykrypax PsbU u PsbV y nmano6akrepwuii. Hamnume
reMa B PSbV maer gomosHUTENbHBIE 0KA3aTENbCTBA JUII OTMCUCHHBIX Pa3IHUUN  MEKITY
MIPOKAPHOTHUYCCKUMHM U dyKapuoTHueckumu cyoneauaumamu (Nelson, Yocum, 2006).

Jlist okoHUYATEeNbHBIX BBIBOJOB O CTpykType DC-ll U3 mocTymHBIX CTPYKTYp TpeOyroTcs
JIOTIOJTHUTEIbHBIE AaHHble. OrpannueHHoe paspenrenue (3.8-3.2A) GokoBBIX Ieneil aMHHOKHCIOT
TpeOyeT IOMONHUTEIBHBIX WCCICIOBAHUMN JUISI MOJEIMPOBAHUS U CO3/aHUS TOYHOU CTPYKTYPHI
(Biesiadka et al., 2004). OxuH 13 OCHOBHBIX BOIIPOCOB KAaCaeTCsl CTPYKTYPhl HEOPraHMYECKOTO HOHA
caMmoro kiacrepa. Bce Monenu Ha CEeroHSIIHUNA JIEHb TO3BOJISIOT MPEAOIOKUTH PACIONOKEHNE
MOHOMep—TpuMep aroMoB Mn B Kkiactepe, B COOTBETCTBUU CO CIEKTPOCKOMHMYECKUMHU
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skcriepumenTtamu (Peloquin et al., 2000). B neransuoit mogenu Ferreira et al. (Ferreira et al., 2004),
Tpu atoma Mn u arom ca® 00pa3yloT acCUMETPUYHYIO KyOO-TIOJAOOHYIO CTPYKTYPY, B KOTOPOM
OTAeNbHBINA aToM MN MOJKeT pacrosiaratbCsi Tak, YTOObI UTPATh BAXKHYIO POJb B okucieHun H,O.

Dsse

Puc. 5. Ctpykrypa dporocucremsr Il muanodakrepuit (Bum coOoky). Pacmonoxenne BHEITHIX
NOJMIIENTHAOB TI0KAa3aHO BMECTe C BHYTpPEHHHMH cyObeaununamu PSDA-PSbD u manoii
JIOTIOJTHUTENEHOM cyObenunaniieii, PsbZ. Oxpacka xpomodopoB mana Ha puc. 20; mokazaHbl T€MMBI
IIUTOTXPOMOB Css50 U bssg (kpachwuie), Mn-knactep (cunuil) u och nceBno-Co-CUHMMETPHHA MEXTY
MOHOMEPHBIMH CyObeAUHUIIAMHU (8epmuranvras nynkmupuas cmpenka) romomumepa (Nelson,
Yocum, 2006).

K coxanenuto, BbICOKass SHeprusi X-Iydeil W BpeMs BO3IACUCTBUS, HCIOJB3YSMbIC IS
noJydeHus: AU(PaKIMOHHBIX JaHHBIX, TPUBOISIT K PAAMAIOHHBIM MOBPEKICHHUSIM, KOTOPHIC
BOCCTAHABIIMBAIOT aToMbl Mn, BeposTHO Bcex 40 Mn?', B OTIMuME OT HATUBHBIX COCTOSHHIL
okucienns Mn®* u Mn** (Riggs et al., 1992; Klein et al., 1993). Bronue BepositHo, uto Mn®*
OTJCJICH OT HATHUBHBIX JIMTAHJOB, B PE3yJIbTaTe YEr0 BO3MOXKHA HEKOTOpas MeperpyrniupoBKa
aAMHHOKHUCIIOTHBIX OCTaTKOB B caiite cBs3piBanus (Dau et al., 2004). Takas BO3MOXHOCTh TaKke
npeArnoaraiach B d9KCepuMeHTax ¢ ucnonbszoBanueM MK-Oypre cnekrpomerpun (FTIR) Ha OC-
Il Synechocystis 6803, koropeie moOKa3amu, uTo KapOokcwiabHBIA KoHern PSbA (Ala344)
npeacTasiser cobou nurana k kiacrepy Mn (Chu et al., 2004; Mizusawa et al., 2004; Strickler et
al., 2005). B naubosiee aeTanbHOM MOJEIHM, OCHOBAHHOW HA KPHCTAJLUTHUECKOW CTPYKTYpeE, 3TOT
OCTATOK pasMelaercs okomo aroma Ca’’, HO He B KadecTBe juraHxa Mn. DTH OTOBOPKH He
JIOJDKHBI OTBJIEKATh OT OTPOMHBIX TOCTHIKCHUH, MOJYYCHHBIX [0 KPUCTAIUINIECKOH CTpyKType DC-
Il. OmHako Ans MPOBEPKH COBPEMEHHOM MOJEIHM HEOPraHWYEeCKOTO0 MOHHOTO KiacTepa TpedyeTcs
BCe OOJIBIIE JaHHBIX, MTOJYYSHHBIX 10 KOPOTKUM BpEeMEHAM BO3/ICHCTBUSI.

3. CTpykTypa peaknmoHHOro neHTpa ¢orocucremsi 11

SAnpo komrutekca porocrcrems II cOCTOUT U3 OONBIIOTO YKcIa BHYTPEHHUX CYOBETUHUIL 1
TPEeX BHEIIHUX IOJIMICNTUIIOB, KOAUPYEMbIX PSD-reHamu, OOJBIIMHCTBO U3 KOTOPBIX, B Clydae
IYKAPUOTHUECKUX (OTOCHUHTETHUECKHMX OPraHU3MOB (PacTEHUHW U BOJOPOCHEH), SBISIOTCS
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IUTACTUIHBIMH, a OCTalbHas 4acTh syepHbIMU (Pagliano et al.,, 2013). CymectByeT mupoko
pacnpocTpaHeHHOe MHEHHE O ToM, 4TO0 KomIuieke DC-II 0ObrdHO (HYHKIIMOHHPYET KakK JAWMED, a
MOHOMEPHBIN KOMILIEKC MOXET OBITh, KaK MPOMEKYTOUHAsE (opMa MPU HOPMAJTHLHOM MYTH COOpPKH
WJIU B IIUKJIE BOCCTAHOBJICHUS TTociie nmoBpexacHus (Barbato et al., 1992; Hankamer et al., 1997).

---..--

PsbT

=
-.1___.-4-"

-~

-
-
—

Puc. 6. M3o0paxeHne MoHOMepa KOMIUIeKca peakuuonHoro 1eHtpa DC-II Bmons
MeMOpaHbl CO CTOPOHBI BHYTPHUTHJIAKOWJHOTO MPOCTPAHCTBA, IMOKA3bIBAIOIIEE PACIOJIOKCHHE
TpaHCMEMOpPAHHBIX CIUpaJC BHYTPEHHUX OCNKOBBIX cyObenuHuil. OHHM CBSI3aHBI C TEMHU XKE
OenkamMu B JIpyroM MoHoMmepe. ['paHuiia MeXIy MOHOMEpaMHU TOKa3aHa MYHKMUPHOU JUHUEU.
[IceBmo-och, PpACHOIOXKCHHAS MEPICHIUKYISIPHO IUIOCKOCTH MEMOpaHbl, MPOXOJUT dYepes
HeremoBoe Fe, cBsizaHHOE€ C TpaHCMEMOpaHHBIMH CHOHpadsiMu Terepoaumepa DI1/D2, a
cyopenuuunl LMM, Psbl u PsbX, a taxkxe CP43 u CP47 BbIIEICHBI 08aANbHOU U OKPY2iblMU
aunusmu (Pagliano et al., 2013). Pucynok cocraBieH Ha ocHoBe pabotsl Ferreira et al. (2004) c
nomonHeHussMu U3 padbot Guskov et al. (2009) u Umena et al. (2011).

B kaxxmom MoHOMepe (puc. 6) OCHOBHBIE MHTErpaibHble cyobenuHuisl D1 (PsbA) u D2
(PsbD) cBsi3piBatoTCST ¢ OOJIBIIMHCTBOM  OKHCIUTEIHHO-BOCCTAHOBUTEIBHBIX  KO(GAKTOPOB,
00pa3ymIuX [eMb MepeHoca 3EKTPOHOB MpU ydacTuu aHTeHHbIX O0enkoB CP47 (PsbB) u CP43
(PsbC), a takxe nByx cyoweaunuir a u b (PsbE u PSbF) uroxpoma bssg (Ilut b559).
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Bce mepeunciieHHble CyOBEAMHUIIBI Y SYKAPHOT KOIUPYIOTCS XJIOPOIUIACTHBIMU TE€HAMHU.
Onu obpasyror peakiuonusiii mentp (PI) ®C-Il, npexncraBnennsiii B0 Bcex O2-BhIICISIONAX
(OTOCHHTE3UPYIOLTUX OpraHU3Max.

Hapsiny ¢ ocHoBHbiMu cyObemununiamu PI[ ®C-ll, ecTp HECKOIBKO HMHTETpaIbHBIX
MeMOpPaHHBIX CYObEIUHHUII C HU3KOH MOJICKYJIsIpHOM Maccol (cyoreaunuiiel LMM, menee 10 k/1a),
Ha KOTOpbIE MPUXOIUTCS OoJiee MOJOBUHBI BCETO KOMILUIEKCA. DTU CYObEeIMHUIIBI SBISIOTCS Oosee
paznooOpazubivu (Shi and Schroder, 2004; Shi et al., 2012). PaccMotpenue cTpyKTYpHBIX MOJENEH
CBUJETEIBCTBYET O TOM, UTO cyObeauHunbl LMM wurpaiot ponb B cTaOWIU3allMU U CBSA3BIBAHUU
KogakTopoB ¢ sapoM komruiekca PC-Il. Ins momnocteio dynkiuonansnoit @C-Il Tpedyercs
ancam0ip  O-Beiesstromero kommiekca (OEC), comepskamero Mng,CaOs meramio-kmactep,
KOTOPBIN crabunusupyercs nepudepuidHsiMu cyobeaununamu. Xots siapo PL[ @C-Il u O;-
BBIICTISIIOIIUN KOMILUIEKC OCTAlOTCSI BBICOKO KOHCEPBATUBHBIMH B IIPOLIECCE D3BOJIOLUUU OT
1MaHoOaKTepuil 10 BBICIIUX PACTEHUH, MX CyObeauHUIBI, cTabunusupyromue O;-BbIISTSIONIHIA
KOMIUIEKC, OTJIMYAIOTCS.

OOmenpuHATOe MHEHHUE, YTO Y BBICHIMX PACTEHUN W 3€JCHBIX BOJOPOCIEH BHEITHUMH
oenkamu sBisiroTes PsbO, PsbP u PsbQ, y nmanHoOakTepuit U quaToMOBBIX Bogopocieit — PsbO,
PsbV u PsbU, a y kpacHbIx Bopopocieii B nomonHenue k PsbO, PsbV u PsbU ectb yerBepras
cyobeaununia, HasbiBaemas PsbQ' (Roose et al., 2007; Enami et al., 2008; Bricker et al., 2012).
Panee Obutn nertanbHO ommcanbl PSb Oenku DC-1l, xomupyembie psb-renamm, a Takke gaHa
noapoOHasi XapaKTepUCTHUKAa BCEX OCHOBHBIX KOMIIOHEHTOB IHUIMEHT-OEJIKOBBIX KOMILIEKCOB
dorocucremsl I (Pagliano et al., 2013).
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3AKVIIOYEHUE

OnHokjIeTOYHas ramaouaHas 3eieHas Bogopocas Chlamydomonas reinhardtii mmeer
3HAYUTENIbHbIC MPEUMYILIECTBA JJISi TeHETUUYECKUX M (PU3MOJIOTHUECKUX HMCCIIEOBAHUN B OTIIMYHE
OT JIPYIUX TalIOWIHBIX 3€JIEHBIX Bogopocieii, Takux kak Chlorella u mp., He uMeroKMX MOJIOBOTO
[UKJIA PAa3MHOXKCHHS, W JTUIUIOWIHBIX BBICIIUX PACTCHHH C JJIUTEIbHBIM MEPHOIOM pPOCTa U
pasmHoxenus. BereraruBubie kiaetku Chlamydomonas reinhardtii MoskHO OBICTPO BBIpAIIMBATEH U
MIPOBOJIUTH HEOOXOIUMBIE UCCIIEIOBAaHMS, TaK KaK B JKUAKOW Cpele Ha OJHO KJIETOYHOE JCJICHHE
HeoOxoaumo 6—12 4gacoB. [Ipu mogoBoM pa3sMHOKEHHH Ha OJHO TOKOJIEHWE OT CIUSHUS TaMeT W
00pa3oBaHUs 3UTOT JIO MX CO3pEBaHMS M BbIXOAa mouepHux 3oocmop Chlamydomonas reinhardtii
Tpedyercs 6 cyrok. ["amonaHbii HAOOP XPOMOCOM M HaJWYHE Yy HEE BCETO OJTHOTO XJIOPOILIACTA,
MMEIOIEr0 OJUHAKOBBIM C BBICIIUMH PACTCHUSMH COCTaB IHMITMEHTOB M CTPYKTYpHO-
(GYHKIIMOHATIBHYIO OpraHu3aluio  (QOTOCHCTeM B MEMOpaHax XJIOPOIUIACTOB, HECOMHEHHO,
MO3BOJISICT UCIONB30BAaTh €€ B KaYeCTBE MOJICIBHOTO 00bekTa. LIeHHOCTh 3TOro 00BhEeKTa COCTOMUT
HE TOJIbKO B YCKOPEHHUH IMpoLiecca UCCIEeOBaHMs, HO U Ja€T MPEUMYLIECTBO B TOM, YTO MO3BOJISIET
MOJIy4aTh CUHXPOHHBIE KYIbTYpPHI KIIETOK, a TIOJYYCHHBIC PE3YJIbTaThl MOXHO CPaBHHBATH C
JaHHBIMU, TTOJYYEHHBIMU Ha XJIOPOILJIACTaX BBICIINX PACTEHUM.

BaxubiMu pesynpTaTamMu  JUIsi BCEX MOCIEAYIOIIUX HCCIEIOBAaHUM MOXXHO CUUTATh
Mpe/ICTaBJICHHbIE B 3TOW paboTe AOKa3aTeNbCTBA HACIEACTBEHHON HEMPEPhIBHOCTU XJIOPOILIACTOB,
KaK TpU BEreTaTHBHOM pPa3MHOXKEHHWU, TaK M Ha BCEX CTaAUSIX TOJOBOTO Pa3MHOKCHHUS.
OnucaHHble METO/BI MOJYYEHHUS] MUTMEHTHBIX M HE(OTOCHHTE3UPYIOUIUX MYTAHTOB IO3BOJIHIIN
HaM IIMPOKO MCIIOJIb30BaTh MYTAHTHI ISl BCECTOPOHHUX MCCIEIOBAHUN OMOXMMHUYECKOTO COCTaBa,
CTPYKTYpHI U QYHKIIUU XJIOPOTLIIACTOB.

Kpome TOro, ucmonp3oBaHHE€ NHTMEHTHBIX MYTAHTOB IIO3BOJIJIO HaM OOHAPYXHTh U
BIIEPBBIE OMNHCATh BCE OCHOBHBIE OTanbl OWOreHe3a MeMOpPaHHOH CHCTEMBbI XJIOPOILJIACTOB
Chlamydomonas reinhardtii. M3yuensl mytu OuocuHTe3a Xjopoduiia U KapOTHHOWIOB. B
HACTOAIIEE BpeMsl YCTaHOBJIEHA JIOKAIM3alMs XJIOPO(QUIIOB U KapOTHHOMJIOB B MeMOpaHax
TUJIAKOUIOB, IOKa3aHa UX POJIb B CTPYKTYpE U QYHKIIMOHHUPOBAHUU (POTOCUCTEM.

C mnomomrpio HedotocuHTesupyrommx MyrantoB Chlamydomonas reinhardtii  ymamocs
YCTaHOBHUTBH 3aKOHOMEPHOCTh PACHpPEeNICHHsI CIIEKTPAIBHBIX (HOpM XJIOpo(UILIa MEXTY YETHIPbMS
MUTMEHT-0CJIKOBBIMU ~ KOMILIEKCaMHu  (poTocucteM U OOHApYyKUTh MaKCUMYMbl M3JIy4EHHUS
¢byopecueHIMH XJI0poduIUIa, IpuHaAIeKamue peakiiuoHHbIM HeHTpamM OC-1 u OC-11, a Taxke nx
ceerocobupatromum komruiekcam CCK-1 u CCK-Il HemocpeacTBEHHO B 1EIBIX KJIETKaX MYTaHTOB.

brnarogaps HanMYKMIO TOMYYEHHBIX HAMHU YHUKAIBHBIX OJMHAPHBIX, JTBOWHBIX U TPOHHBIX
MYTaHTOB ObUla H3y4eHa UX (POTOCHHTETUYECKAs AaKTUBHOCTb U PACCUUTAHBl BEIMYUHBI
(OTOCUHTETHYECKUX €AUHUIL U1 peakIMOHHBIX IIeHTpoB PC-1 u OC-II.

Hcnone3yss HaOOp pa3nUyHBIX HEPOTOCHMHTE3UPYIOIMIUX MYTAaHTOB, HaM YAaloch C
MOMOIIBIO DJICKTPOHHON MHKPOCKONHU H3YYUTh MPOCTPAHCTBEHHYIO JIOKATHM3ALUIO XJIOPODUILI-
OENTKOBBIX KOMIUIEKCOB PEAKI[MOHHBIX IIEHTPOB (POTOCUCTEM M UX CBETOCOOMPAIOIIMX KOMILIEKCOB
B MEeMOpaHax THJIAKOWUJOB TPaH U MEXKIPAHHBIX y4acTKoB. OXapakTepHU30BaHO B3aMMOJICHCTBHE
OENKOBBIX KOMILUIEKCOB BHYTPH (DOTOCHCTEM U Y4acTHE€ HX OTHENbHBIX KOMIIOHEHTOB B
3JIEKTPOHHO-TPAHCIIOPTHON 1IeNH (POTOCHHTE3A.

HenaBHue wuccnenoBaHus TMO3BOJWIM OXapaKTepU30BaTh BCe OENKOBBIE KOMIIOHEHTHI,
Y4acTBYIOLIME B MOJIEKYJISIPHON OpPraHU3alMM KOMIUIEKCOB peakIuOHHbIX 1eHTpoB PC-l u OC-I11.
JletanbHO M3y4eH TEHETHMYECKUH KOHTPOJb  KIIIOUEBHIX OEJIKOBBIX KOMIIOHEHTOB, UX
B3auMojieiicTBue W (¢yHKUMU B mpouecce (orocuHTe3a. Kpome TOro, ObUTM H3Yy4eHBI Bce
BCIIOMOTaTeNIbHbIE KOMIUIEKCHI, KaK JJisi BBICIIMX PACTEHUU U 3€JIeHbIX BOJOPOCIEH, Tak U Jid
[IUAaHOOAKTEepHid, OMU3KUX IO CTPYKTYpE PEaKIMOHHBIX ILIEHTPOB. BBIABICHBI HMX CXOJICTBA U
ornuuus. [lokazaHo kak mpoucxoaut dopMmupoBaHue cBetocoduparonux komruiekcoB CCK-1 u
CCK-Il u ux o0benuHeHHE ¢ KOMIUIEKCaMH peakuoHHBIX IeHTpoB PC-1 u OC-Il, B pesynbrare
4yero (GopMUPYIOTCS CYMEPKOMIUIEKCHl B MEMOpaHaxX THJIAKOMAOB. V3ydeHO ydacThe KOMILIEKCOB
($oTOOKHCIEHNUS BOJIBI B CTPYKTYpE U (PYHKIIMOHUPOBAHHUH siiepHOTro Komruiekca OC-11.
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Kparkue cBenenus 00 aBrope

Jlaapirun Baagumup I'eoprueBuY pomuscs 20 nexabps 1941 roma. B 1965 r.
okonuun Kadenpy reneruku buomormdeckoro dakynbreTa MOCKOBCKOTO TOCYIapCTBEHHOTO
yHuBepcutera um. M.B. JlomonocoBa. B 1970 r. 3amuTii KaHAUAATCKYIO AUCCEPTALMIO HA TEMY:
“IIurMeHTHbIE MYTaHTBl KaK MOJIEJIbHAs CHCTEMa Uil HW3YYEHHUS CTPYKTYphl U (YHKIHUU
XJIOPOIUIACTOB” TIO CHenHalbHOCTH “Omodusuka” B HMuHcTuTyre Omodumsmkun AH CCCP B
r. [lymuao MockoBckoit obmactu. B 1993 1. 3amuTHil TOKTOPCKYIO AMCCEPTAIMIO HA TEMY:
“I'eneTnyeckasl JgeTepMHUHALUA (OTOCUCTEM U CTPYKTYpHO-(QYHKIMOHAIbHAs OpraHU3alus
MeMOpaH XJIOPOIJIACTOB” MO CHEIHAIbHOCTH “Onoxumusi”’ B HMHCTHTYTE (yHIAMEHTAIbHBIX
npo6aem ouosornu PAH B 1. [lymmHO MOCKOBCKO# 001aCTH.

B pazubie rompl ¢ 1993 r. mo 2015 r. paboran B UDIIb PAH Benymum Hay4HBIM
COTPYJHMKOM, TJIaBHBIM HAY4YHBIM COTPYJAHHKOM U 3aBeAyromuMm abopatopuenr “I'eHeTnkm
dotorpodHbXx opranuzMoB”. JlageiruaeiM B.I'. omyOmmkoBano Oonee 170 HayyHBIX cTaTel B
BEAYLIUX OTeuecTBEHHBIX u 3apyOeKHBIX JKypHaiax (cm. CIIHCOK cTarei:
http://www.algae.ru/543), o63op (http://algae.ru/625), nBe wmonorpaduu mo Chlamydomonas
reinhardtii: 1) Jlageirue B.I. Ilytu OwuocuHTe3a, JOKajdM3amms, MeTaboiu3M Hu  (QYHKIHH
KapOTHHOMJOB B XJIOPOIUIACTax pa3lMYHBIX BHJOB BoJopocieil // Bompockl coBpeMeHHOU
anpronoruu. 2014. Ne 2 (6). URL: http://algology.ru/529 [Monorpadus 87 c.]; 2) Jlaneirun B.I'.
JKv3HeHHBIN ITUKI, HACIeIOBaHUE, OMOTeHe3, OMOXUMHUYECKHI COCTaB, CIIEKTpaIbHbIE CBOWCTBA H
CTPYKTYpHO-QYHKIIHOHAIbHAST ~opraHu3aius  xjoporwiactoB  Chlamydomonas reinhardtii  //
Bompocel coBpemenHo# anbronoruu. 2015. Ne 2 (9). www.algology.ru. [Monorpadus 161 c.].

I'nmasa B xuure: Ladygin V.G. Structural and Functional Organization of the Pigment-Protein
Complexes of the Photosystems in Mutant Cells of Green Algae and Higher Plants. Photosynthesis
at Different Levels of the Organization. Ed. S.I. Allakhverdiev. Wiley. 2015. Ne 5. P. 177-231.
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