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ITepokcHCOMBI COEPIKAT OKCHIA3bI, MPOAYIUPYIOIIHE MEPEKUCH BOAOPOIA, A TAKIKE KATAJIA3Y, HeTPATUPYIO-
HIYI0 3TO TOKCHYecKoe coeauHenue. JIpyras ¢dpyHkuus nepokcucom — [-oKucjieHne KUPHBIX KHUCJIOT, XapaK-
TepHA /IS BCeX IYKAPHOT, OT IPOXIKeil 10 YeaoBeka. OIHAKO MEPOKCHCOMBI CIIYZKAT TAKIKE MECTOM JIOKAJIA-
3alMi KOMIIOHEHTOB Pa3JIMYHbIX META00IMYECKHX MyTeil. Y rpu0oB B MEPOKCHMCOMAX HAXOIATCH (DePMEHTHI,
BOBJICYEHHbIE B KATA00IM3M HEOOBIYHBIX HCTOYHUKOB YIJIEpoaa U a30Ta (METaHoJ, MypuHbl, D-aMHMHOKHKCJIO-
Tbl, MUNEKOJMHOBAA KHCJIOTA, CAPKO3HH, IJIMKOJIAT, CIEPMUIMH M 1IP.), 4 TAKIKE B OMOCHHTE3 JIM3UHA Y APOXK-
Keil M MeHNIIWUTMHA Y MUIeTHAJIbHBIX TpuooB. Hapyimenue cTpyKTypbl M (DYHKIIMI TEPOKCHCOM MPUBOIAUT K
Pa3BUTHIO MHOTHX 3200JieBaHuii YesioBeKa. VIaeHTH(UIMPOBAHBI MYTAHTHI APOXKIKEi ¢ nedeKTamMu OHoreHesa
MEPOKCHCOM, Y KOTOPBIX MYTHPOBAHBI TOMOJIOTH F€HOB, MOBPEXKIAECHHBIX Y 0OJIBHBIX ¢ HapymeHueM GyHKIuii
nepoKcHcoM. Buorenes nepokcHMCOM MHTEHCHBHO H3YYAIOT B TeYEHHE MOCIEAHUX ABYX JECATHIIETHIA C HCIOJIb-
30BAHHEM OJHO- M MHOTOKJIETOYHBIX MOJEbHBIX ccTeM. OKa3a/ioch, YTO MHOTHE Y€PThI MEXaHU3MOB OHoOre-
He3a MepPOKCHCOM M 0eJIKH, yYACTBYIOIIME B 3TOM Npolecce, 00Jaal0T YIMBUTEIbHbIM CXOICTBOM Y BCEX JY-
KapuoT — OT JPOKIKeii 10 YeioBeKka. /[PokKKy NpeICcTABISIOT YI00HYI0 MOJIEJIb [IIsl TAKOTO POJa HCCJIea0Ba-
Huii. B mpencraBiieHHOM 0030pe 0000IIEHbI TAHHbIE 0 MOJIEKYISPHbIX (PAKTOpaX OHOreHe3a MEPOKCHCOM,
(yHKIHMAX OeTKOB-NEPOKCHHOB, UMIIOPTE MATPUKCHBIX M MEMOPAHHBIX 0EJIKOB MEPOKCHCOM, a TAKKe 0 MeXa-
HHU3MaX JeJIEHHS M HACJIEIOBAHMS IEPOKCHCOM Y APOMIKEIH.

Karoueente cao06a: 1epoKCHUCOMBI, IPOKIKH, IEPOKCHHDI, OMOTEHEe3 OPraHell, ieJieHHe H HAC/IeI0BaAHUE IEPOK-
CHCOM, UMIIOPT 0€JIKOB B IEPOKCHCOMbI, TeHbl PEX.

MOLECULAR MECHANISMS OF PEROXISOME BIOGENESIS IN YEASTS, by 4. A. Sibirny” %
(‘Institute of Cell Biology, National Academy of Sciences of Ukraine, Lviv 79005 Ukraine, *e-mail: si-
birny@cellbiol.lviv.ua; *University of Rzeszow, Zelwerowicza 4, Rzeszow 35-601 Poland). Peroxisomes contain
oxidases generating hydrogen peroxide, and catalase degrading this toxic compound. Another characteristic
function of each eukaryotic peroxisome, from yeast to man, is fatty acid p-oxidation. However, in peroxisomes
a variety of other metabolic pathways are located. In fungi, peroxisomes contain enzymes involved in catabolism
of unusual carbon and nitrogen sources (methanol, purines, D-amino acids, pipecolynic acid, sarcosine, glyco-
late, spermidine etc) as well as biosynthesis of lysine in yeasts and penicillin in mycelial fungi. Impairment of per-
oxisomal structure and functions causes many human disorders. The similar defects have been identified in yeast
mutants defective in peroxisomal biogenesis. Peroxisomal biogenesis is actively studied during last two decades
using uni- and multicellular model systems. It was observed that many aspects of peroxisomal biogenesis and
proteins involved in this process display striking similarity between all eukaryotes, from yeasts to humans. Yeast
is a convenient model system for this kind of research. Current review summarizes data on molecular events of
peroxisomal biogenesis, functions of peroxine proteins, import of peroxisomal matrix and membrane proteins
and on mechanisms of peroxisomedivision and inheritance.
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BBEAEHUE cKoe coeguHeHue. Boobie roBopsi, Habop pepMeH-
TOB M UX COJEpKaHUE B TIEPOKCHCOMAaX MOTYT Bapbu-
poBaTh, BAMSSI TaKUM OOpa3oM Ha (DYHKIIUM ITUX
opraHesul. ETMHCTBEHHOM 00IIIET 1T BCEeX TIEPOKCH-
coM (DYHKIIME CYMUTAeTCs MEeTOKCHUKAIIMST peaKTHUB-
* Q1. moura: sibirny@cellbiol.lviv.ua HbIX (popM Kuciopoaa. BaxkHoli ¢pyHKIMel mmepok-

IMepokcucCOMBI — 3TO OpTraHesIbl, COACpKAIIre
OKCHIA3bl, KOTOPbIE MPOAYLIUPYIOT MEPEKUCHh BOIO-
pola, a TakxKe KaTajiasy, pa3jaramlryto 3TO TOKCHYe-
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CUCOM, XapaKTEepPHOI IJIsI BCEX BYKApHUOT, OT IPOXK-
JKel 10 4JesioBeKa, SIBJsSeTcs [3-OKUCIeHWE KUPHBIX
KucyoT. OmHAKO MEePOKCUCOMBI CIIYXKAT TaKKe Me-
CTOM JIOKAJIW3alluM KOMITOHEHTOB pPa3HOOOpPa3HBIX
METa0OJIMYECKUX ITyTeil. Y rpruOoB IepOKCHUCOMEI CO-
JIepxXaT (pepMEHTBI, YIaCTBYIOIINE B KATaOOIM3ME He-
OOBIYHBIX MCTOYHUKOB yIJiepoaa W a3ora (MeTaHOJ,
ypuHbI, D-aMUHOKUCIOTHI, MTUNEKOJIMHOBAsT KUCJIO-
Ta, CApKO3WH, INIMKOJIAT, CHSPMUINH 1 [IP.), a TAKXKE B
OUOCHHTE3e JIN3UHA Y APOXSKEN UM MEeHULWUIMHA Y
MULIETAATBHBIX TpU0O0B [ 1—4]. B KiTeTkax MyieKonmuTa-
FOLMX TIEPOKCUCOMBI IPUHUMAIOT yJ4acTHE B psiAe Ka-
TabOIMUECKNX U aHAOOIUUECKHUX TMPOILECCOB, TaKUX
KaK OKMCJIUTEJIbHAS AeTpagalivs JJIMHHOLIETTIOYEYHBIX
SKMPHBIX KMCJIOT, a TAKXKE ITyPMHOB, HEKOTOPBIX aMM-
HOKUCJIOT, IMMUIIEKOJIMHOBOI KHMCIOThI, B OMOCUHTE3E
MJ1a3MaJIOTeHOB, XOJIECTepHHA 1 XKETYHBIX KUCITOT [5].

Y napasuTUuecKUX NpoCcTerinunx ponos Trypano-
soma v Leishmania ®GepMeHTHI TJIMKOIN3a HAXOISATCS
B CHELUATU3UPOBAHHON MEPOKCUCOME, Ha3bIBACMO
rmKocoMoii. Takast KoMnapTMeHTanm3auus epMeH-
TOB IJIMKOJIM3a HEOOXOOuWMa ISl BBDKUBAHUS 3THUX
npocteimmx. Tembplia BopoHWHA y MULIETMATBHBIX
rpubOB, CITyXKalllye IS 3aredyaThIBAHUS CENTaIbHBIX
0P, TAKXKE MPEICTABISIOT COO0M CITelIaTu3UPOBaH-
HBIE TTIEPOKCUCOMEL. [1epOKCHCOMBI pacTEHUI MOXKHO
pa3denuTh Ha TPU TPYIIILI: IMOKCUCOMBI, ITIEPOKCH-
COMBI JINCTHEB M HECIEeNAIN3NPOBaHHBIE TTEPOKCH-
coMbl. Bce oHM comepkaT KaTaiasy, OIHAaKO B OCTa/lb-
HOM CHUJIBHO pa3n4yalorcs. [JIMOKCUCOMBI IPEeUMy-
IIECTBEHHO BOBJIEUEHBI B TNIMOKCYIIATHBIN LIUKII U 3-
OKHUCJIEHUE KUPHBIX KUCJIOT, TOrIa KaK MePOKCUCO-
MBI JIUCTHEB YYACTBYIOT B MeTaA0O0IM3ME TJIMKOJIEBOI
KHUCIIOTHL. [1epOKCUCOMBI XKMBOTHBIX KJIETOK U IPU-
00B coaepxkat ImpuMepHo 110 50 6eJIKOB, pacTeHUN —
okoJjio 100. IMTpu momoiu NpoTEeOMUKU U reHeTUYe-
CKHMX MCCIIeIOBAaHUIT OOHAPYXKMBAIOTCS BCE HOBBHIE
dyHKUMY TTepokcucoM [ 1, 6].

Hapyuienue cTpyKTypbl 1 QYHKIMIA TTIEPOKCHCOM
JISXKUT B OCHOBE MHOTHMX 3a00JieBaHUI yesioBeKa. B
1964 1. MOSIBUJIOCH OMHMCaHUE TaK Ha3bIBEMOTO CHH-
npoMma llenpBerepa, omHako auilbk B KoHIE 1980-x
CTaJIO SICHO, YTO KJIETKU OOJIbHBIX 3TUM CUHIPOMOM
BMECTO TIEPOKCUCOM COAEPXKAT JINIIb UX PYAUMEHTHI,
JIMIIIEHHBIE HECKOJBKNX MAaTPUKCHBIX OenkoB [7].
3areM mokasajiu, YTO MO HapylIeHUIO TpaHCHOpTa
0€JIKOB B TMEPOKCUCOMBI MOXHO BBIIEIUTH YETHIPE
rpyIbl 607abHBIX cMHIpoMoM llenabBerepa: HapylilieH
TPAHCIOPT TMEPOKCMCOMHBIX O€JIKOB, B KOTOPOM
ygactByeT nuilb curHain PTS1 (peroxisome targeting
signal, PTS); nmumpe PTS2; omnoBpemenHo PTS1 u
PTS2; nHakoHen HapylIeHbl 00a IMyTH TPaHCIOKAILIMHA
oenkoB (PTS1 u PTS2), a Takke OuoreHe3 MeMOpaHbI
nepokcucoMm [5]. IloBpexaeHHe MEPOKCUCOM HMEET
OYEHb Cepbe3HbIE MOCIEICTBUS U YACTO 3aKaHYMBAET-
Cs1 JIETaJIbHBIM MCXOJIOM B TE€YEHHUE MEPBOTO rofa XKu3-
Hu [8]. MHTepecHO, YTO UAEHTUYHbIE TEHETUYECKIE
nedeKTbl 0OHApYXKEeHbl Y NPOXCKENW € HapylleHHeM
OuoreHesa MEepPOKCUCOM (TaK Ha3bIBa€Mble MYTaHThI
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pex) [9]. B o011eM, IepoKCHUCOMBI IIPEACTABIISIIOT CO-
00l yIMBUTEIbHO IMHAMUYHYIO OpraHeJu1y, pa3Mephl
KOTOpOI1, KOJIMYECTBO B KJIETKE U COJepKaHue Oe-
KOB U3MEHSIOTCS B OTBET Ha U3MEHEHWUS BHEIIHEM
cpenbl. bruoreHe3y MepoKCUCOM COMYTCTBYIOT ApyTrye
MIpoLEeCCHl, BKIIIoYas nepemady curtana [10], moau-
¢dukanuo xpomatuHa [11], peopraHuzanmio TpaH-
CKPUIIIMOHHBIX ceTeit [12, 13] 1 u3aMeHeHus mpoTeo-
Ma repokcucom [14, 15].

Buorenes nmepoKcrUcoM 1 UX Jerpagalysi aKTUBHO
M3y4aloTCs B TEUYCHME ITOCICOIHUX ABYX IECSITUICTUI
C MCITOJb30BaHUEM OJIHO- M MHOTOKJIETOYHBIX MO-
JIEAbHBIX CUCTeM. MexaHu3Mbl OMOreHe3a MepoKCH-
COM 1 UMITOPT O€JIKOB B 3Ty OpraHeJITy paCCMOTPEHBI
B psze 0030pOB, OIYOJIMKOBAHHBIX B ITOCJIETHUE TO-
ael [1, 3,4, 6, 16—20]. IlpencraBieHHBII 0030p B OC-
HOBHOM OIpaHUYEH HAHHBIMU, MOJIYYeHHBIMHU IIPU
M3ydeHUH Iposokeit. OMHAKO MOCKOJIBKY MHOTHE ac-
IIEKThl MEXaHU3MOB OMOreHe3a IMepoOKCUCOM U Oesl-
KM, BOBJICYCHHBIE B 3TOT MpOLecC, 00JIanaloT YIUBU-
TEJIBHBIM CXOJCTBOM Yy BCEX DYKApHOT — OT APOXKKEI
JIO YeJIOBeKa, JIJISl TIOJTHOTHI KAPTUHBI B PsIIE CIydacB
LUTHUPYIOTCS paOOTHI, BHLIIIOJTHEHHBIC Ha BBICIITNX 3Y-
KapuoTax.

JpoxcKy TIpeAcTaBiIsiIoT co00it yIoOHYI0 MOIEIIh
JIJISI U3y4YeHUsI MeXaHN3MOB OMoTeHe3a TMepOKCHCOM,
MOCKOJIbKY MEePEHOC KJIETOK CO Cpelibl C TJIFOKO301 B
cpelly ¢ ojieaTOM U/UJd METAHOJIOM B Clyyae MeTH-
JIOTPOHBIX NPOXKENA BEAET K WUHIAYKIIMW CUHTE3a
MEPOKCUCOMHBIX (DEPMEHTOB, POCTY U JIEJICHUIO TIe-
poxcucoM. B onpeneneHHBIX yCIOBUSX MPU POCTE HA
cpelle ¢ METaHOJIOM TEePOKCHUCOMbI MOTYT 3aHUMAaTh
1o 80% obbema kitetok [21]. Ecnu ke mepeHecTu
KJIETKM, pACTyIlIMe Ha CPee C METaHOJOM JIMOO oJie-
aToM, B Cpe/ly C INIIOKO30M, JIMOO CO Cpelibl C METAHO-
JIOM B Cpely C 9TaHOJIOM, TO HACTyMNaeT 10CTaTOYHO
ObicTpasi aBTObaruiiHas aerpafaivsi OOJbIIMHCTBA
nepokcucom (Irekcodarus), omHaKO OgHa MEPOKCU-
coMa KaKUM-TO MOKa He COBCEM ITOHSATHBIM 00pa3oM
n3beraet Takou gerpamauuu [22]. Hacrosiumit 0630p
MOCBSIIIIEH MOJIEKYJISIPHBIM ME€XaHU3MaM PETyJIsnn
OuoreHe3a, AeJICHUST M HACAeI0BaHUSI IEPOKCUCOM Y
JPOXCKEM.

BUOTEHE3 ITEPOKCUCOM

Bcero Ha cerogHSIIHUNA AeHb UIEHTUOUIIMPOBA-
Ho 6osiee 30 TeHOB, MPOAYKTHI KOTOPBIX YY4aCTBYIOT B
OroreHes3e MeEPOKCUCOM. DTO TaK Ha3biBaeMbl€ T€HbI
PEX (ot peroxin, mpoayKThl 3TUX T€HOB Ha3bIBAlOTCSI
nepokcuHamu). IlepokcuHbl o6o03Hauyaior PexNp
60 PexN, rome N — MopsimKoBBEIM HOMEpP TTIEPOKCH-
Ha. BOJIBIIMHCTBO TTIEPOKCMHOB MPUHUMAET Y4acTHe
B UMMOPTE OEJIKOB MaTprKca nepokcucom [23]. /IBa
reHa PEX (PEX3 w PEX19) BOBjieYeHbl B JOCTaBKY
MEPOKCHUCOMHBIX MEMOpPaHHBIX OEJIKOB, HEKOTOPHIE
YYacTBYIOT B OINpPEAESICHUM pa3Mepa U KOJUYeCcTBa
epoKCHCcoM B KieTKe [24]. JiuTenbHOe BpeMs 0-
MUWHMPOBAJIO TIPEACTaBJICHUE, COTJIACHO KOTOPOMY
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IIEPOKCHUCOMBI — 3TO aBTOHOMHEBIE 00pa30BaHUsI, KO-
TOpbI€ PA3MHOXKAIOTCS JIUIIb MyTeM AeJeHUs Tpe-
CYIIIECTBYIOIINX TIEPOKCUCOM. DTa MOIETb NCXOIMIIA
13 HaOTIOMEeHWIT CMHTe3a MaTPUKCHBIX M MeMOpaH-
HBIX OEJIKOB ITEPOKCUCOM Ha CBOOOIHBIX TTOJMCOMAX C
MOCIEAYIOIIUM TTOCTTPAHCISILIMOHHBIM BKJIFOYUEHUEM
B IIPENCYIIECTBYIOIINE OpraHesuThl. HemaBHO TTomydm-
JIU TaHHBIC B MOJIB3y MOJIEJIU, B KOTOPOI MePOKCUCO-
MbI MOTYT BO3HUKAaTb de novo U3 SHIO0IJIa3MaTU4YeCKO-
ro peTukyiayma. C UCITOIb30BaHEM TpaHC(hOPMaIUT
KJIETOK JAPOCKEN BEKTOpPOM, HecyluM reH PEX, ko-
TOPbIIi KOMITJIEMEHTUPYET MYTALMOHHBINA JedeKT,
3TOT (hpeHOMEH OOHAPYKUIIN Y MyTaHTOB pex, JINIIeH-
HBIX J1aXe PYAMMEHTOB IEPOKCUCOMHBIX MeMOpaH
[25, 26]. Terrepb sICHO, YTO OMHOBPEMEHHO IECTBY-
0T IBa MeXaHN3Ma — CUHTE3 de novo N3 SHIoIIa3Ma-
THUYECKOTO PETUKYIyMa W JeJIeHUEe CYIIEeCTBYIOIINX
MEePOKCHCOM, B YACTHOCTU, Y BBICIIMX DYKAPUOT U
Yarrowia lipolytica [20, 27—29]. OnHako y 1lITaMMOB
IUKoro Tura Saccharomyces cerevisiae n Hansenula
polymorpha TIepOKCUCOMBI Pa3MHOXKAIOTCS MCKIIIO-
yuteabHo neneHuem [30, 31]. O6pa3oBaHUue TTEPOK-
CHCOM de novo y 3THX BHIOB IPOMCXOIUT JIUIIL B
YCJIOBUSIX, KOTJA KJI€TKA HE COACPKUT MEPOKCUCOM.

BoabIMHCTBO U3BECTHHIX TeHOB PEX ObLIu MaeH-
TU(UIUPOBAHEI C UCIIOJIb30BAHUEM MYTaHTOB APO3K-
Xel, medeKTHBIX 1Mo onoreHe3y repokcucom. CHa-
yaja y S. cerevisiae 1 METWIOTPOMHBIX IPOXKEN
H. polymorpha wn Pichia pastoris Takyie MyTaHTbI ObLIUA
BBIZEJICHBI ITPU TIOMOIIM HETaTUBHON ceJIeKIIUH1, KO-
roa oToupanu KIETKU, YTpaTUBIIME CIOCOOHOCTh
pacTu Ha cpelie C OJIEMHOBOM KUCJIOTOM 1/WJIN MeTa-
HOJIOM, HO HE€ C APYTMMU MCTOYHUKAMU YyIjiepona
[32—34]. BriociieACTBUM NPEIIOXWIN HECKOJIbKO
METOJOB TO3UTUBHOI CEJIEKIIMM MYTAaHTOB pex
npoxckeit. Tak, MHrMOMpoBaHME Karaiasbl JIu0o ee
reHeTU4eCcKUil AeeKT AealoT HEBO3MOXHBIM POCT
JIPOXKEW Ha CPeJIe C 0JIeaTOM, B TO BpeMsI KaK MyTaH-
THI pex He CHHTE3UPYIOT aKTUBHYIO anni- KoA-okcu-
na3y (MepOKCUCOMHBIN (DepMEHT) 1 CITOCOOHEBI pacTH
B JAaHHBIX yciioBusAx [35, 36]. LllTaMMEBI, ¥ KOTOPBIX
0€JIOK, OIIpeNeISIONINNA YCTOMUYNBOCTD K OJIEOMUIIN -
HY, JIOKaJIM30BaH B MEpOKCUcCOMax (BCIEACTBUE TIPU-
cyrcTBUsSl B HeM curHajia PTS1), He Moriu pactu B
cpene ¢ OJIEOMMIIMHOM, MOCKOJIBKY aHTUOMOTUK HE
JIOCTABJISIICS B IIEPOKCUCOMBI. MyTaHTBI, yCTOMYMBEIE
K OJICOMULIMHY, UMeNu ne¢heKT B OMOreHe3e MepoKCcH-
coM [37]. Emre nBa MeToaa MO3UTUBHOM CEJICKIIAM Pa3-
paboTaHbl Ha apoxckax P. pastoris. OHU OCHOBaHBI Ha
HaOJTIOICHU M, YTO MYTaHTHI pex NMPaKTUIYEeCKX He 00J1a-
JIalOT aJIKOTOJIbOKCUIA3HOM aKTUBHOCTHIO. B omHOI
CXeMe B Ka4eCTBE CEJIEKIIMOHHOIO areHTa NCII0Ib30Ba-
JI aJUTAJIOBBINA CIIUPT, OKUCIISIEMbIA aJIKOTOJTbOKCUAA-
301 40 Ype3BbIYAiHO TOKCUYHOTO akpoienHa. Kietku
JIMKOTO THUIIA, COAEpKAIIlre aTIKOTOILOKCHIA3Y, He POC-
JIM Ha cpefie C aJUTWJIOBBIM CIIUPTOM B OTJIMYME OT MY-
TaHTOB pex. Bo BTOpoOIi cxeMe MCHOJb30BAJIM MyTaHT
P. pastoris ¢ nedexToM reHa (hopMaTbICTUIAESTUIPOTE-
Ha3bl, fId I. KieTKn 5Toro MyTaHTa ObLUIM Ype3BbIvaii-

CUBUPHBIN

HO YyBCTBHUTEJILHBI K (popMaIbaeTumy WM METaHOIY,
OKHCJISIEMOMY aJKOTOJBbOKCUIAa30i 10 dhopmaibie-
ruaa. B to ke BpeMst MyTaHT fId Ipex ObL1 yCTOWUMB K
BK30TeHHOMY MeTaHoury. Mcrtonb3ys ob6a MeTona ce-
JIEKIIMU, YAAJI0Ch BBIICIUTh AECITKU pex-MyTaHTOB,
Cpelll KOTOPBIX OKa3aJUCh MPEACTAaBUTEIN TPEX HO-
BBIX IpyIIN KoMIuIeMeHTanmu [38].

AHanu3 (eHoTHUIa MYTAaHTOB pex WU XapaKTepu-
CTMKa COOTBETCTBYIOIIUX TEPOKCMHOB MO3BOJWIU
npuMepHo K 2000 . onmucath 17 reHoB PEX (Tabau-
1a). MexaHu3Mbl (PyHKIITMOHUPOBAHUS MEPOKCUHOB
YCTaHOBJIEHBI OJ1arofapst aHaiu3y (PeHOTUNa MyTaH-
TOB, WCIOJB30BAHUIO IPOMXCKEBON IBYXTMOPUIHON
CUCTEeMBbl M pa3paboTKe METOMOB OMOXMMUYECKOTO
aHanu3a 3TUX 0eJIKoB. B rpyrny nepokcuHOB BXOIST
peuenropsl PTS1 (Pex5p) [39—41] u PTS2 (Pex7p)
[42—44], accounnupoBaHHBIN ¢ IEPOKCUCOMaMU J10-
kuHT-0e10K (Pex13p) ms penentopa PTS1 (PexSp)
[37, 45, 46], a TakXe elle OOWH JOKWHI-OEJIOK
(Pex14p), KOTOpBIN CBS3BIBAaeTCS C pelenTopaMu
PTS1 (Pex5p) u PTS2 (Pex7p) [47]. Tpu Genka Pex
(Pex2p, Pex10p m Pexl2p) comepXaT HIUHKOBBIE
Hajblbl U SBISIOTCS UHTETPaJbHBIMU MEeMOpPaHHbI-
mu 6enkamu [48—50], nBa (Pexlp m Pex6bp) — s3TO
ATPa3sr cemetictBa AAA [51—-53], Pex4p otHOCHTCSI
K YOMKBUTHUH-KOHBIOTUPYIOIIUM (epMeHTaM [54,
55], PxF — (papHe3unmpoBaHHBIN 6€/T0K, CBSI3aHHbBII
¢ mepokcucomamu [56, 57], Pex11p npuHUMaeT y4ya-
cThe B Ipojudepanuu rmepokcucomMm [58—60], mar-
pUKCHBIN 6enok Pex8p comeputr obe cUrHajgbHbIe
nocaemoBaTeTbHOCTH noctaBku — PTS1 u PTS2, n
y4acTBYeT B OMoreHese repokcucoM [61], nBa Genka
(Pex16p m Pex17p), accOIMUPOBAHHBIX C BHEIIHEH
CTOPOHOI MeMOpaHbl, CKOpee BCero npsiMo Uil Koc-
BEHHO BOBJIEUE€HBbI B UMIIOPT psiia MATPUKCHBIX OeJi-
KOB [62, 63] 1, HaKOHeEL|, HECKOJIbKO MEPOKCHUHOB
KOJIUPYIOT MeMOpaHHbIe OeJIKM, BO3MOXHO, y4yacT-
BYIOIIIME€ B TPaHCJIOKAIIMM OCJIKOB 4yepe3 MeMOpaHy
[51, 57, 64].

K Hacrosiemy BpeMeHu onucaHbl 34 reHa PEX 1
COOTBETCTBYIOIIME UM IIEPOKCUHBI.

Pgan mepoKCHMHOB MpPOSIBIISTIOT BUIOCHECIIMPUII-
HOCTb. Tak, M3BECTHBI IIEPOKCHUHBI, KOTOpPbIE HE
BCTPEYAIOTCS Y METIJIOTPOQMHBIX IPOXKE, a TUIIb Y
Ipyrux ackoMuleToB (S. cerevisiae, Y. lipolyica, Neu-
rospora crassa), Haripumep Pex16p, Pex23p, Pex24p,
Pex33p. M3BecTeH Takke MEPOKCHH, XapaKTePHBIA
TOJIBKO JJ1s1 MiekonuTaromux (Pex26p).

NMITIOPT MATPUKCHBbIX BEJIKOB
IHEPOKCHUCOM

M3BecTHO Tpu TUTTAa CUTHAJIOB TOCTaBKH, WJIU Tap-
retuHra (targeting signals) ImepoOKCHUCOMHBIX OEJIKOB
(PTS). B Genkax nmepoKCHMCOMHOIO MaTpUKca TaKUX
curHajyioB 1Ba — PTS1 u PTS2, B To Bpems1 Kak MeM-
OpaHHbIE OeJIKM MEPOKCUCOM HCIIONb3YIOT CUTHAJIBI,
HazbiBaeMble MPTS. ¥V GonbliMHCTBA MaTPUKCHBIX
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Dynkuyy reHoB PEX
Ien DyHKIMS

PEXI1 | CemeiictBo AAA ATPa3, 1oKkain3oBaH B LIMTO30J1€ U BE3UKYJlaX, yIacTByeT B OIOreHe3e IepOKCHCOM

PEX2 | C3HC, IMHK-CBSI3pIBAIOILINI MHTETPaIbHBII MEMOpaHHBII GeIoK

PEX3 | HTerpanmbHbIi MeMOpaHHEBIA 0eJT0K, ydacTByolMii B 6roreHese; mPTS nokam3oBaH B repBbIxX 40 aMMTHOKHCIIOT-
HBIX OCTaTKax

PEX4 | AccommpoBaHHBII C TIEpOKCUCOMaMM YOUKBUTUH-KOHBIOTUPYIOIINIA (DepMEHT

PEX5 | Penernrrop PTS1; cemb TPR-moMeHOB, IOKaI30BaH B IIUTO30JIE Y IEPOKCHUCOMAX

PEX6 | Ipunamnexut K ATPa3zam cemeiictBa AAA; ToKaIn3alusl LIMTO30JIbHAS U CBSI3aHHAS C BE3UKYJIaMU

PEX7 | IlepokcucoMHublii peternrop PTS2; cemb WD-110BTOpOB

PEXS | AccouMnpoBaHHBIH € TIepoKcrcoMaMu 6eJ10K, conepkut PTS1

PEX9 | UnTerpanbHblii MEMOpaHHBI O€710K IIEPOKCUCOM

PEX10 | C;HC, 1mMHK-CBSI3pIBaIOLINI MHTETPaIbHBII MEMOPaHHbII Oe0K

PEX1]1 | AccolmrpOoBaHHBIN C TTIEPOKCHICOMaMU O€JIOK, yJaCTBYIOIIMIA B PO epariiy IIepOKCHCOM

PEX12 | C3HC, umHK-CBA3BIBAIOIIMI MHTErPaIbHBI MEMOPAHHBII O€10K

PEXI13 | SH3-noMmeH-comepxalliyii MTHTerpabHbIii MEMOpaHHBI Oe10K

PEX14 |39 kJla MeMOpaHHBIIT 6€JTOK ITEPOKCUCOM, IpoxkeBoit Pex14p B3aumoneiictyeT ¢ PexSp, Pex7p, Pas9 u Pex13p

PEX15 | ®ochoprampoBaHHBINA MHTETPaTbHBIN MEMOPaHHBIN TIEPOKCUH, HEOOXOMMM IS OroreHe3a rmepokcucoM. Kietku,
snuieHHble Pex15p, HakaravMBaOT MATPUKCHBIE TIEPOKCHUHBI B LIMTO30J1€, TONIA KaK €ro CBEPXIKCIPECCUsl TPUBOAUT
K HapyIlIeHUIO COOPKHU MepoKcrcoM. N-KoHell 6eJika oOpallieH B IIMTO30J1b, C-KOHEIl BHYTPh ITEPOKCUCOMBI [66].
Pex15p oGHapyKUBaeTCs TAKKE BO (PPaKIIMK SHIOILUIA3MATHYECKOTO PETUKYITyMa [67]

PEX16 | Benok, noKaavM30BaHHBIN C BHYTPEHHE CTOPOHBI IIEPOKCUCOM; HEOOXOIMM JUTSl UMITOpPTAa psiia MATPUKCHBIX OeJT-
KOB; CBEPX?KCITPECCHSI BbI3bIBAET HAKOTLJICHVE YBEJTMYEHHBIX TIEPOKCHCOM.

PEX17 | Benok, nepudepniecku aCCOLMMPOBAHHBIN ¢ ITEPOKCUCOMHOI MeMOpaHoii. Kietku, muineHHbie Pex17p, obnamaior
OOJTBIIIMMU MYJIBTUMEMOPAHHBIMU CTPYKTYpaMU U CEJIEKTUBHBIM TTOBPEXIEHUEM NMIIOPTa MAaTPUKCHBIX OEJTKOB

PEXI8 | YdacTByeT B UMITOpTE IIEPOKCHCOMHBIX MATPUKCHBIX 0eIKOB, conepxkammx PTS2, B3aumoneiictByeT ¢ Pex7p; ero
(DYHKIIMY 9aCTUYHO MOKET 3aMEeHUTh MepoKcrH Pex21p [68, 69]

PEX19 | ®apHe3mMpoBaHHBIN 6e10K, ASUCTBYIONINI KaK I1ariepoH HOBOCUHTE3UPYEMBIX TTEPOKCUCOMHBIX MEMOPaHHBIX
6enikoB kitacca I. Hapsiny ¢ Pex3p, Pex19p HeoOxoamM 151 MpaBUJIbHOM JIOKATU3ALIMU Y CTAOUITBHOCTH MEMOPaHHBIX
6eKoB nepokcrcom [70, 71]

PEX20 | BcriomoraTenbHBIN IIMTO30JIbHBIN O0€JI0K, Y4aCTBYIOIINIA B JOCTaBKE ITEPOKCHCOMHBIX 0eIKOB, comepxkanix PTS2,
€ro OTCYTCTBUE BelleT K HeMPaBWIbHOM JIOKAIU3aLMK1 ApYroro repokcrHa, Pex8p [72—74]

PEX21 | IlepoxcuH Pex21p, HEOOXOMUMBIIA IJIST MOCTaBKA MAaTPUKCHBIX IIEPOKCHCOMHBIX O€JIKOB, comepkaimx PTS2, mo-
CpenCcTBOM B3auMozercTBrs ¢ Pex7p. @yHkimu Pex21p MOXeT YaCTUYHO 3aMEHUTBH ITepokcuH Pex18p [68, 69]

PEX22 | MeMOpaHHBII GeJIOK IIEPOKCUCOM, HEOOXOIUMBII IJIsI UMITOpTa OSJIKOB MaTpUKCa IIEPOKCHICOM, COOEPKUT Ha N-
KOHLIE CUTHAJI MéeMOpPaHHOTO TpaHCTopTa. bejlok B3auMoneiCTBYeT ¢ YOUKBUTUH-KOHBIOTUPYIOLIUM (hepMEeHTOM
Pex4p 1 HeoOX0omMM 1151 €70 JIOKAIM3allMK B TIEPOKCHCOMAX, MOCKOJBKY Y delta pex22-1rammoB Pex4p HecTabuiib-
HBII 1 JIOKAJIM3YeTCsT B IIUTO30J1e. MyTaHTHI ¢ nedekramu PEX4 1 PEX22 nMeroT cXomHbIiA (DeHOTHUII 1 HE coaepKaT
Pex5p, uto cBuneTenbeTBYeT 00 yuactuu Pex4p nnu Pex22p B ToM XKe 9Tare 6MoreHe3a nepoKcucom [75]

PEX23 | UHTerpabHbIi MEMOPaHHBIN ITIEpOKCUH; MyTaHTHI ¢ Ae()eKTOM 3TOr0 I'eHa He COACPKAT Pa3IMINMBIX IIEPOKCHCOM,

1 GeJIKM MaTpUKCa IMEPOKCHUCOM JIOKATU3UPYIOTCS B 1IuTo30j1e. OJIerHOBast KMCI0Ta MHAYLIMPYET CHHTE3 3TOrO Ie-
pokcrHa. MyTaHTBbI pex23 HaKaIUIMBAIOT BE3UKYJIIPHBIE CTPYKTYPBI, COAEPKAIIe MEMOPaHHBIE M MATPUKCHBIE GeJI-
KU IepoKcrcoM [76]

2 MOJEKVIAPHAA BUOJIOIHUA Ttom 46 Nel 2012



18 CUBUPHBIN

Ta6mua. OxoHuaHUE

Ten DyHKLMS

PEX24 | nterpanbHblit MeMOpaHHBII EPOKCUH, CUHTE3 KOTOPOTO MHAYLIMPYETCs o1ieaToM. MyTaHThI pex24 MeroT nedek-
ThI B JOCTaBKE MaTPUKCHBIX 1 MEMOPAHHBIX OETKOB B TIEPOKCHCOMY, XOTSI MEMOpPaHHbIE CTPYKTYPbI TAKMX MyTaHTOB
conepxart HeKOTOpble IepoKCcUcoMHbIe Oesiku [77]. Bmecte ¢ nepokcuHamu Pex28p v Pex29p yyactByeT B peryisiunu
oIpee/IeHNsI KOJIT4ecTBa repokcrucoM. O6pasyeT ceMeiicTBo epokcnHoB Pex24 (Pex24p, Pex28p, Pex29p)

PEX25 | MemOpaHHBII OSIOK ITEPOKCHUCOM, HEOOXOMMMBIN TSI PETYJIIIIAN pa3Mepa U ITOMIepKaHMsI IIEPOKCHCOM B KIIETKE.
Oo6pasyet BMecte ¢ Pex27p n Pex11p cemeiicTBo nmepokcHOB Pex11. MHayLMpyeTcst oieaToM, B3aMMOJIEIHCTBYET C
TOMOJIOTMIHBIM OesikoM Pex27p [78]

PEX26 | MeMOpaHHBIi1 6€JI0K IIEPOKCHCOM, YUACTBYIOLINI B UMITOPTE GEJIKOB B MUTOXOHIPUIO ITOCPEACTBOM CBSI3bIBAHUS C
Pex1p 1 Pex6p ¢ o6pasoBaHreM rerepoMepHbIX AT Pa3HBIX KOMIUTIEKCOB ceMeiicTBa AAA, HEOOXOIUMBIX ISl UMITOP-
Ta OEJIKOB B MUTOXOHAPUIO [79]

PEX27 | MemOpaHHBIii 6estoK Pex27p — ydacTByeT B aeieHUM IepokcrcoM 1 BMecTe ¢ Pex25p u Pex11p oGpa3yeT ceMeiicTBo
nepokcrHoB Pex11. [lenenuyst reHa IIPUBOIUT K MOSIBJICHMST IIEPOKCHICOM OOJTBIIIOro pa3Mepa [78, 80]

PEX2S8 | UnTerpanbHblii MEMOPaHHBIM MEPOKCUH, YIaCTBYET B PETY/ISILIMU pa3Mepa, Yrcia U pacripeie/IeH sl TIEPOKCUCOM;
BMecTe ¢ 6esikamu Pex24p u Pex29p oGpasyet cemelicTBo riepokcuHoB Pex24. [leneuust PEX2S conpoBoxaaeTcs yBe-
JIMYEHUEM KOJIMYECTBA TIEPOKCUCOM YMEHBIIIEHHOTO pa3Mepa [81]

PEX29 | UnTerpanbHblli MEMOpPaHHBIN MEpOKCUH, BMecTe ¢ Pex24p 1 Pex28p obpasyeT ceMelicTBO repoKcuHOB Pex24.
‘YyacTByeT B peryJisiiiiu pa3Mepa 1 KOJIMYeCTBa MEPOKCUCOM B KiteTKe. Jdenenst PEX29 TpuBOINT K YBEIMUEHUIO KO-
JINYeCTBa IIEPOKCUCOM YMEHBIIIEHHOTO pa3mepa [81]

PEX30 | UaTerpambHbI MeMOpPaHHbIN ITEpOKCHH, YIACTBYIOIINA B pEryJISILIMI KOJINIECTBA IIEPOKCHCOM B KJIETKE, YACTUIHO
MOeT ObITb 3aMeHeH Pex31p. [eHeTnueckrie naHHbIe YKa3bIBaIOT Ha (DYHKIIMOHUPOBAHME ITOC/IE IEPOKCUHOB

Pex28p u Pex29p. Unnyuumpyercs onearom. benku Pex30p, Pex31p, Pex32p S. cerevisiae romonornuns 6enky Pex23p
Y. lipolytica [82]. Y P. pastoris nepokcuHbl Pex30p u Pex31p — nHTerpaabHble MeMOpaHHbIE OEJIKU, CoAepsKalllre Tak
HasbIBacMEBII ToMeH Dysferlin, Tokanm3yioTces Kak B IEPOKCHCOMAX, TaK M B SHIOIDIA3MaTIIECKOM pEeTUKYTyMe [83]

PEX31 | UHTerpambHbIi MEMOPAHHBIN IIEPOKCHH, YIACTBYET B PETY/ISILMN pa3Mepa 1 KOJIMIEeCTBa IIEpOKCHICOM B KileTke. Ya-
ctyHo KomrtiemeHTupyetcst Pex30p u Pex32p [82]. Pex31p P. pastoris, Kak yKa3bIBaJOCh BhIIIIE, JIOKATU3YETCS U B
MEPOKCHCOMAX, 1 B 9HAOILUIA3MAaTUIECKOM PETUKYITyMe [83]

PEX32 | MHTerpanbHbIii MeMOpaHHBIN ITIEPOKCHH, Y4aCTBYET B PETY/ISILIMU pa3Mepa IIEPOKCHCOM, OTCYTCTBHE MOXKET ObITh
yacTMYHO KoMmIieHcupoBaHo Pex31p. [eHeTHuecKue naHHbIe YKa3bIBalOT Ha (DYHKIIMOHUPOBAHME MOCTIE IEPOKCUHOB
Pex28p u Pex29p [82]

PEX33 | KoMnoHeHT TOKMHT-KOMILIeKca rpuda N. crassa, BzaumoneictByet ¢ Pex14p u PTS1-peuenropom Pex5Sp. denenust
PEX33 Benert K medekTy IMokcrucoM u tenell BoponmHa. dynkimoHamsHo Pex33p HartomuHaet Pex17p, HecMOTpst
Ha OTCYTCTBHE CTPYKTYPHOT'O CXOACTBA C HUM [84]

PEX34 | UHTerpanbHbIii MeMOpaHHBIN ITEPOKCUH Aposxckeii. [1o3utuBHLIN 3 deKTop AeieHs IEPOKCUCOM, CBEPXIKCIIpe-
cust Pex34p Bezet K yBeTMUEHUIO KOJTMYECTBA TIEPOKCHCOM B KJIeTKe. B3anmonecTByeT ¢ mepokKCMHaMU ceMeicTBa
Pex11p: Pex11p, Pex25p u Pex27p, aktuBupys AejieHue nepokKcucom [85]

IMpumeuanune. XapakrepucTrka repokcruHoB Pex1p—Pex17p B3siTa 13 paHHUX 0030pOB [6, 65], IeTan B TEKCTE; OCTAIBHBIX ITEPOKCH-
HoB (Pex18p—Pex34p) — u3 paboT, LUTUPOBAHHBIX MTOCJIE KPATKOTO ONMMcaHus (PyHKIIMI COOTBETCTBYIOLIETO MIEPOKCUHA.

6enkoB umeercs auib onuH PTS (PTS1 1160 PTS2), 6enkoB pacno3HaroTcs cCelupUIecKUMU [IUTO301b-
npuueM TepokcuH Pex8p P. pastoris, comepxXalluii  HBIMU peLIEITOPaMU M/WJIM KOPELEITOPaMU, KOTOPbIE
oba curHaia, IBasieTcs UCKioudeHneM [74]. B To ke  CONpOBOXIAIOT NMEPEHOCUMBINA OEJIOK JO0 MeMOpaHbI
BpeMsI, MHOTME MeEMOpaHHbIe OeJIKI ITEPOKCUCOM cO-  TtepokcrcoM [73]. Tpu 3ToM MaTpUKCHBIE OEIKI U UX
Jlep>KaT MHOXECTBEHHbIE B3aMMO3aMEHSIeMble CUT-  peLieNTOpbl MPOHMKAIOT B MaTpukc [73, 87—89], rae
Hanbel mPTS [86]. CurHasel TOCTaBKM MAaTPUKCHBIX IIEPEHECEHHBINA OEI0K OTIEIIETCS OT pelenTopa, a
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Puc. 1. UMnopT 6GeakoB MaTpuKca repokcucoM (cortacHo [18] ¢ momudukanusmn). 1 — JloctapisieMblii 0€JIOK CBSI3bIBAE€TCS
¢ pactBopuMbIM petientopom (Pex5 mst 6enkoB, conepxammx PTS1-curnan, Pex7 u PTS2-kopeuenTopsl 11 6e1K0B, conep-
kamux curiai PTS2. 2 — KoMruieke pelenTop-a10CTaBiisieMblil 0eJI0K CBsI3bIBaeTCSl Ha IEPOKCUCOMHOM MeMOpaHe ¢ Tak Ha-
3bIBAEMBIM JIOKUHT-KOMIUIEKCOM. 3 — [Ipoucxoaut c6opka TpaHCIOKOHA, MOC/Ie Yero KOMITIEKC TOCTaBIsIeMOro OeJika ¢ pe-
IIETITOPOM TPAHCIOLMPYETCST B IEPOKCUCOMHBIN MaTpukc. 4 — KoMIuiekc 6eoK-pelenTop pacnagaeTcss B TEPOKCUCOMHOM
MaTpMKCe, BbI3bIBasi OCBOOOXKAEHNE NMEPEHOCHMOro 6eyka. 5 — PelilenTopbl 3KCIOPTUPYIOTCSI HA MIEPOKCUCOMHYIO MeMOpaHy.
PeriennTtopbl MOHOYOUKBUTUHUPYIOTCS ITyTEM B3auMoaeicTBus ¢ Pex4 (mist peunkimsannn) (6a) Win moJnyOuKBUTUHUPYIOT-
cs (66) myTeM B3anMozeiicTBus ¢ ubc4/S (it nerpaganyu B Tak HazbiBaeMoM iyt RADAR). PerienTopsl peliMKiusyoTcest B
uuTo3oie roa AeiictBremM ATPasbel AAA, a Takke riepokcuHoB Pex1 u Pex6 (7a), nubo AerpaaupyoT B TaK Ha3bIBAEMOM IYTH
RADAR c yaactuem npoteacomsl (70). 8 — PerienTophl 1eyOMKBUTUHUPYIOTCSI M ICTIOIB3YIOTCS B CJIEIYIOIIEM payHAE MMITOP-
Ta. Uudpsl 0603HaUaIOT MOPSIAKOBBII HOMED reHa U OesiKa-TepoKCUHa.

CBOOOIHBIN pellenTOp CHavaja MOCTyITaeT Ha ITepOK-
CUCOMHYIO MeMOpaHy MyTeM peTpOTPaHCIOKAIINU
[73], mocyie yero Bo3BpallaeTcsl Hazal B LIMTO30JIb C
yuyactreM ATP-3aBrcuMoro MexaHusMa peLiMKIIN3a-
muu [90]. Ha mocienHeM aTarie 4acTo, XOTsI U He BCe-
raa, IMPOUWCXOIUT MOHOYOMKBUTMHUpPOBAHUE, Kak
MIpaBWJIO, HEOOBIYHOTO OCTAaTKa LIMCTeWHA, a He JIU-
3uHa [91—94]. Bo Bpems pelUKIM3alMKU pelenTopa
y6I/IKBI/ITI/IH yaajadaeTcda 1Ipy moMomu ee HE NACHTH -
GULMPOBAaHHOIO 1eYOUKBUTUHUPYIOIIETO (hepMeH-
Ta, M TAKOM PELIMKIIM30BAHHBIN PELIETITOP CITOCOOEH
y4yacTBOBaTh B CJIICAYIOIIMX LUKIaX MMIIOpTAa MarT-
pUKCHBIX OenkoB [73]. CxeMaTuuyeckoe M300paxe-
HUE UMIOPTAa MATPUKCHBIX OEIKOB B MEPOKCUCOMY
npencTaBieHoO Ha puc. 1.

Tapzemune nocpedcmeom PTS1

HWmMriopt HaYMHAETCs B LIMTO30JIE, TI¢ JOCTABIISIC-
MbIli O€JOK pacIio3HaeTcsl pacTBOPUMBIM OeJIKOM-
peuenrropoM. Ha C-koHIie gocTraBisieMoro 0ejika Ha-
xonntcst PTS 1, nepBoHavyaibHO NACHTU(PUIINPOBAH-
HbeI Kak Tpunentua SKL B cocrtaBe mouudepassbl
cBeT/IsTYKOB [95]. BnocnencTBum HalUIA LEJIbIiA Psif
C-KOHIIEBBIX TPUIIENITUIOB, ACUCTBYIOIIUX B Kade-
ctBe curHajoB PTS1 in vivo. DT Tpurnentuasl B oc-
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HOBHOM VYKJIAOBIBAIOTCSI B IIOCJIEAOBAaTEIbHOCTh
[S/A/C]—[K/R/H]—[L/M], xoTsas oOHapy>KeHbI
CTPYKTYPBI, COTJIacylollecs ¢ YKa3aHHbIM KOHCEH-
CyCOM JIMIIb MO OBYM M3 TPeX aMWHOKMCIIOTHBIX
ocTatkoB [6, 96]. PTS1-conepxaliuue 6eIKU pacrio-
3HAIOTCSI LIMTO30JIbHBIM perienTtopoMm PexSp [40, 97],
KOTOPBIA COCTOUT IO KpaHEll Mepe U3 ABYX AOMeE-
HOB. N-KOHIIEBOI1 TOMEH BBINOJIHSET ABe (PYHKIINM,
BKJIIOYasi JOCTABKY K IMEPOKCUCOMHOI MeMOpaHe U
PEeLUMKIN3aLUIO pelienTopa Mocje 3aBepIIeHUs M-
OpTa, U CBSI3BIBAHME PELIEIITOpa IS aIbTEPHATUB-
Horo (PTS2) nytu ummnopra. C-KoHIIeBasi Tocaea0-
BaTeJbHOCTh Pex5p comepXuT momeH, crienuduye-
cku pacnosHatomuii PTS1 nyreM B3anMomeCTBUS C
yeTblpbMsi ocTaTkamu acnaparuHa TPR (terpaTpu-
KOIIEIITUAHBII MOBTOP, tetratricopeptide repeat) Ha
N-koHue Pex5p [98]. Myrauuu ocratkoB Pex5p,
YYacTBYIOIIMX B cBsa3biBaHMM PTS1, BOBeYeHBI B
pa3BUTHE pPa3IUUYHBIX TEPOKCUCOMHBIX 3aboJjieBa-
HUIA, BKJII0Yasi HEOHATAJIbHYIO aIpeHOJIEKOINCTPO-
¢wuro m cuaapoM LlemsBerepa [2].

Tapzemune nocpedcmeom PTS2

3HAYUTEIbHO MEHBIIIE OCIKOB IIEPOKCUCOMHOTIO
MaTpuKca JOCTaBJIACTCA IMPU ITOMOIIU N-KoHI1IeBOTO
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PTS2 — xoHCepBaTUBHOIO HOHAIIEIITHAA C KOHCEH-
cycHoit mocnenoBatenabHocThio  [R/K]—[L/V/I]—
X5—[H/Q]—[L/A] (rme X — n000if aMUHOKUCIIOT-
HBII1 ocTaToK). MHTEepecHOo, 4TO B KJIeTKax S. cerevisi-
ae PTS2 ucnoib3yeTcsl UCKIIIOUUTEIBHO TSI TPaHC-
nopTa 3-KeToaluJITUoaAa3bl, TOTAa KaK y HEMAaTOIbl
Caenorhabditis elegans 5ToT IyTH HE pabOTaET, a y MO-
JleJIbHOTO pacteHus Arabidopsis thaliana tipu 1omo-
mu PTS2 B mepokcucoMy TIepeHOCSTCSI He MeHee
60 MaTpUKCHBIX 6e1KOB [4, 6]. Buomornueckast poib
TaKUX pas3nnunii Heu3BecTHa. PTS2 oOBIYHO OTIIETI-
JIsieTcsl OT MEePeHOCUMOTo Oejika mocje MMIopTra B
nepokcrucomy (4ro He HaOmomaeTcst y PTS1-comep-
Xammx 6enkoB). OgHaKo, HaIpuMep, coaepxkariasi
PTS2 tuonaza S. cerevisiae He IpOLIECCUPYESTCS T10-
cJie UMITOPTa B IEPOKCHCOMY.

PTS2 pacnioznaercs peuentopoMm Pex7p [99]. B
orsmune ot Pex5p, Pex7p HyXmaercss B OeaKax-IIo-
MOIIHMKAaX, AEWCTBYIOIIMX KaK KopelenTopnl. Pe-
LEeNTOPHBIN Oenok Pex7p HaxomuTCsT TpeuMYyliie-
CTBEHHO B LIUTO30JI€, a HEOOJIbIIIOE €r0 KOJIUYECTBO
obHapyxuBaeTcs1 B Iepokcucomax [87, 100, 101].
Pex7p oueBUIHO SIBISIETCSI MOHOMEPOM, O YeM CBU-
JIETeIbCTBYET aHaan3 Komiuiekca PTS2 S. cerevisiae,
conepxaiero Fox3p (tuonaza)/Pex7p/Pex18p B co-
otHomeHuu 2 : 1 : 1 [102]. Pa3Hble opraHu3MBbl pa3-
JIMYAIOTCS  TIPUPOAOH OeJIKOB-TIOMOILIHUKOB  JIJIst
Pex7p. V S. cerevisiae 3To Pex18p 1 Pex21p [103]; To-
rna kak 'y H. polymorpha, P. pastoris n Y. lipolytica 310
Pex20p [86, 104, 105]. Myraunu B reHe PEX7 delo-
BeKa MPUBOJSAT K Pa3BUTHUIO TOUEUHOU XOHIAPOAMC-
J1a3U pu3oMeandeckoro tuma [43, 106].

B otnenbHBIX ciayyasix B JOCTABKY MaTPUKCHBIX
OEeJIKOB TMEPOKCHUCOM BOBJICUEHBI YHUKAIbHBIE O€J-
kM. B xauecTBe puMepa MOXKHO MPUBECTH ydacTue
nupyBaTtKapookcuiassl (Pyclp) B mocTaBke B IepOK-
cucomy H. polymorpha MaTpUKCHOTO OejIKa ajaKoro-
nvokcuaassl [107]. B oTauume OT MHOTMX IPYrux
OJIUTOMEPHBIX OEJIKOB OKTaMepHasi TepOKCUCOMHas
FAD-conepxaiiiasi aJIKkoroJboKcuiaza MpoHUKaeT B
nepokcucomy B popme moHomepa [108]. YcraHoBie-
HO, 4TO cBsI3bIBaHUE ¢ FAD sBisieTcst 00s13aTeIbHBIM
YCJIOBHMEM MMIIOPTa aJIKorojboKcunassl H. polymor-
pha B TIepoKCHCOMY, TaK KaK TOYKOBas MyTallus
(G15A), mnpemorBpamawpias cBsa3biBanne FAD,
MOJITHOCTBIO OJIOKMPYET MMITIOPT 3TOTO (epMeHTa.
OTO OCOOEHHO WHTEPECHO, MOCKOJbKY MyTaHTHas
aJIKoroyjbokcumasza comepxutr curHaa PTS1. Bos-
MOXHO, y aJIKorojibokcuaassl H. polymorpha PTS1He
pacnio3Haetcs PexSp [109]. TouHble MpUYUHBI 3TOTO
SBJIeHUsI He BbIICHEHbl. OKTamepu3alus ajKoro-
JIbOKCUIa3bl MPOUCXOAUT YK€ BHYTPU TEPOKCUCO-
Mbl. CynTaercs, 4to B cBsI3biBaHUM FAD ¢ MoHOMe-
paMM aJKOToJIbOKCHUIa3bl B TIEPOKCUCOME MPUHUMA-
er yuactue Pyclp, omHOBpEMEHHO OH MPEISATCTBYET
cObopke MOHOMepoB B 1iuTo30J1¢e. ITocaenHee ocobeH-
HO BaXXHO, MOCKOJIBKY OKTaMep aJKOTOJbOKCHUIA3bI
He CITOCOOeH IIPOHMKATh B mepokcucomy [110]. My-
TaHThl pycl H. polymorpha v P. pastoris He pacTyT Ha
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MeTaHOJIe, UMEIOT 0YeHb HU3KYIO AJIKOTOJIHOKCHAA3-
HYIO0 aKTUBHOCTb, U B IIUTO30J1€ Y HUX HAKaIlJINBAIOT-
Csl MOHOMEDBI aJIKOTOJIbOKCHIA3bl, HEe coaepxKalliue
FAD [107]. YcranoBieHoO, 4TO IJ1sI COOPKU aJIKOTO-
JIbOKCHJIa3bl HE HY>KHA aKTUBHOCTh MAPYBaTKaApOOK-
cuiasbl, TO-BUAMMOMY, 3a COOpPKY OTBedaeT TpaH-
cKapOOKCWJIa3HBIN JoMeH 3Toro dpepmenTa [111].

He Bce aTars1 uMImopTa MaTpUKCHBIX OSJIKOB BITOJI-
He TIOHATHBI. OCHOBHOW HEpeNIIeHHBI BOIPOC —
uaeHTU(UKaLMS TIEPOKCUHOB, HEMOCPEACTBEHHO
YYacCTBYIOILIMX B 3Talle TPaHCJIOKAIIUM OCJIKOB Yepe3
TNIEPOKCUCOMHYIO MeMOpaHy. M3BecTHBIE CBOWCTBA
MYTaHTOB, Y KOTOPBIX OJJOKMPOBaH UMIMOPT OCJIKOB,
comepxamux PTS1 u PTS2, mo3BoJISIIOT CYUTATE, UTO
KOMIIOHEHTBhI CYOKOMILIEKCOB IOKMHI-0EJIKOB U
oenka ¢ RING-moMeHOM 00pasyloT UMMOOPTOMEDP
(1ubo TpaHcnokoH) [112, 113]. OngHako u3yyeHue
npoHUKHOBeHUs Pex8p B e poKcrcoMy BBISIBUIO HE-
OXMIAaHHBIE U BaXHble neTanu. Pex8 — 310 enmH-
CTBEHHBIII MATPUKCHBII TMEPOKCUH, COAEpXKalIUi
o0a curHaia nocraBku — PTS1 u PTS2, mpraem ro-
Ooit 13 Hux obecrieynBaeT UMIOPT. [lokazaHo, 4TO
naxe Pex13p (2BOMIOLIMOHHO KOHCEPBAaTUBHBIN Oe-
JI0K) 1 Pex17p Henb3s1 cauTaTh OeJIKaMu, COBEPIIIeH-
HO HeOOXOIMMBIMHU JJIs1 UMIiopTa Pex8p, XxoTs oHu u
JenaroT rpouecc 6onee a3dpPekTuBHLIM [18]. I[To-Bu-
IVMOMY, I10 KpaitHeit Mepe B cirydae Pex8p, Pex14p
CaMOCTOSITEJIbHO MOXKET IeMCTBOBaTh KaK MMHU-
MaJIbHbI TpaHCJIOKOH B MeMOpaHe. [Toka HesicHO,
BXomdT Jin peuentopsl PTS B cocraB TpaHCIIOKOHA,
OIHAKO cJIeAyeT HAIlOMHUTH, 9T0 Pex5, BO3MOXHO,
BKJTI0YaeTCsl B JIMITMIHBIE OuCION ¢ oOpa3zoBaHUEM
nopsl [114].

HewnsBecTHO Kak OCBOOOXIAETCSI TTEPOKCUH, TTe-
peHeceHHbI B mepokcucomy. [lokazaHo, 4TO MaT-
pUKCcHBIN Oeslok Pex8p B3ammopeiictByer ¢ Pex5p
CTEXMOMETPUUECKU, U TaKOE B3aMMOAECHCTBUE CITO-
COOCTBYeT OCBOOOXIECHUIO MATPUKCHOIO OeiKa
Pex8p [115]. YcTaHOBNIEHO, YTO UMITOPT PELICITOPOB
He 3aBucur ot ATP [89, 116]. He uckiroueHo, 4to
Pex5p obpa3syet B MeMOpaHe IIOpy i TIPOHUKHOBE-
HUSI UMITOPTUPYEMBIX O€JIKOB (TaK Ha3blBaeMasi MO-
nenb “BpeMeHHoM nmopsl” [117]).

HecMoTtpst Ha To, uTo peuientopsl PexSp u Pex7p,
y4acTBYIOIIME B MyTSX TepeHoca ¢ UCTOJIb30BaHUEM
PTS1 n PTS2, obimagaioT oueHb He3HAYNTEIBHOM TO-
MOJIOTHEl, OHU MPOSIBJISIOT 3aMeyaTesIbHOE CXOJI-
CTBO B MOBEJCHUU 1 IMHAMUKE BO BpeMsi UMIOpPTa
nepokcruHoB. O6a 6ejika 00pa3yroT OJTUTOMEPHI, CBSI-
3BIBAIOT TIEPOKCUH, TIOCJIE YETo TePeXOoasaT B TUMep-
Hylo ¢opmy. CHayajga OHM B3aUMOIEHCTBYIOT C
Pex14p, a 3atem ¢ Pex8p, Pex13p u Pex12p. Mexa-
HM3M BXOJIa 1 BBIXOJa ITIEPOKCUHA OTMHAKOB [73].

IToka oueHb MajI0 U3BECTHO O POJIY LIMTO30JIbHBIX
IIallepOHOB B UMIIOPTE MEPOKCUCOMHBIX OEJIKOB U
ouoreHese repokcrucoM. [TokazaHo, 4TO J1sT UMITOP-
Ta MATPUKCHBIX TEPOKCUHOB HEOOXOoAuM OesoK
Djplp [118]. HanGosnee BeposiTHO, UTO Ka4yeCTBO TIe-
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POKCHCOMHBIX OCJIKOB KOHTPOJIMPYETCS YOMKBUTUH-
nporeacomHoil cucremoii (UPS), ongHOI 13 OCHOB-
HBbIX KJIETOYHBIX CUCTEM, YYaCTBYIOIIMX B ITpolieccax
nerpaganuy O0enkoB. IlomoOHBIN MyIbTU(EpPMEHT-
HbIIl KOMILJIEKC OTTO3HAET MOAUDUIIMPOBaHHbBIE OeJI-
KM TIPY TOMOIIIU HECKOJILKUX MOJIEKYJl yOUKBUTHUHA,
KOBAJIEHTHO CBSI3bIBA€MbIX C JerpaiupyeMbiM OeJi-
KOM (TaK Ha3bIBa€MO€ MOINYOMKBUTHUHUPOBAHUE)
[119]. ITockoAbKY YOUKBUTHUH-ITPOTEACOMHAs CUCTE-
Ma HaXOAWTCS JIMIIb B IIMTO30JIe U sIApe, OSJIKU, JIo-
KaJIM30BaHHbIE B IPYyIrUX KOMIApTMEHTaX, Kak Ipa-
BUJIO, HE MOTYT CIIY:KUTh ee cyOcTpaTaMu. XOPOIIO
0OXapaKTepU30BaHHOE WCKIIOUEHUE TIPeCTaBIsIeT
9HJ0IIa3MaTUYECKUI PETUKYIYM, B KOTOPOM (hYHK-
LIMOHUPYET CBSI3aHHAsI C HUM CUCTeMa Jerpanainuu
oenkoB (endoplasmic reticulum-associated protein
degradation (ERAD) system). DTa cuctema pacrio-
3HAET LIMTO30JIbHbIE U MeMOpaHHbIe OEJIKU C HeTlpa-
BWJIBHOUW MPOCTPAHCTBEHHOUW CTPYKTYypOi, YOMKBU-
TUHUpPYET UX, a 3aTeM yaalsieT U3 dHAOoIIa3MaThye-
CKOTO peTUKyJymMa M JAerpagupyeT B MpOTeacoMme
[120]. ITo-BuaMMOMY, CYLLIECTBYIOT CUCTEMBI Jerpa-
manuu, nogooHslie ERAD, cBsI3aHHBIE C BHEIIHEN
MeMOpaHoit MutoxoHapuii (the outer mitochondrial
membrane-associated protein degradation pathway,
win OMMAD) [121] u ¢ nepokcucomamu (receptor
accumulation and degradation in the absence of recy-
cling, wniu RADAR) [92]. OnHako cliefyeT TOMHUTD,
YTO MEPOKCUCOMBI COAepXKaT COOCTBEHHbBIE CITELIM-
¢duyeckue TpoTteasbl, CIOCOOHBIE pacro3HaBaTh U
JleTpaanupoBaTh MOBPEXIeHHbIE OEJIKM BHYTPU opra-
Hesutbl. [To-BUAMMOMY, BHYTPUIIEPOKCUCOMHAST CU-
cTeMa Jerpafaliiy JOTIOJHSIET LIMTO30JbHYIO TIPOTe-
aCOMHYI0 YOMKBUTHUH-3aBUCUMYIO cuctemy [3].
BripoueM, o MexaHM3Max Jerpagaiii HeyHKIINO-
HaJIbHBIX U TTOBPEXIEHHbBIX OEJIKOB BHYTPHU TEPOK-
CHICOM M3BECTHO Oo4eHb MaJio. Ilepokcrcomer Candi-
da boidinii comepXat npoTea3Hyl0 aKTUBHOCTb [122],
OHAKO T€H, KOOUPYIOIIUN 3Ty aKTUBHOCTb, HeE
uneHTuguumrponaH. HenaBHO B mepoKcUcOMax Mbl-
mei ooHapyxwuim nporeasy Lon [123], a'y H. poly-
morpha — ee optouior [ 124], obnanatoiiuii ckopee Bce-
ro TakxXe IpoTea3Hoil akTMBHOCTHIO. IIpoteasy Lon
BIIEpBbIC HAIILIU B KJIeTKax E. coli [125], a B najibHei-
LLIEM Y Y OOJIBILIMHCTBA IPYIMX OPraHMU3MOB, IIPUYEM
€e CTPYKTypa oKa3ajach Ha yIUBJICHUE KOHCEPBATHB-
Hoii. Bce npoxcoku, 3a uckiodyeHueM S. cerevisiae u C.
glabrata, conepxar nBe nsohopmsl Lon, omHa U3 Ko-
TOPBIX NOTEHIIMATBHO JTIOKATM30BaHa B MUTOXOHIPU -
sIX, a Ipyrasi, CKopee BCero, B Iiepokcucomax [124].
Ilepokcucomuas mporeasa Lon (pLon) H. polymor-
pha conepxut PTS1, ydacTByoOIIii, MO-BUINMOMY,
B Jerpajaluu OejJKOB MEepOKCUCOMHOTO MaTpuKca,
pacrio3HalIIMX HEMpPaBUJIbHYIO TIPOCTpPaHCTpaH-
CTBEHHYIO CTpYKTypy. IlepokcucomHasi mpoTeasa
pLon oTHocuTCcsl, OYEBUAHO, K TaK Ha3bIBA€MbIM
OejlKaM JOMAIIHEro XO35IiCTBa, KOTOPhIE MPEmoT-
BpalllaloT TIOBpeXAeHNE IePOKCHUCOM, BbI3BAHHOE
reHepaieil CBOOOHBIX pPaAuKaloB.
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NMITIOPT MEMBPAHHBIX BEJIKOB
IHEPOKCHUCOM

Y GOJBIIMHCTBA MYTAaHTOB pex ¢ AedekTaMH B
OroreHese MEPOKCUCOM M C HapyIIEHUSMU UMIIOpTa
0eJIKOB MaTpUKCca He U3MEHEH MMIOPT MEMOPaHHBIX
6ekoB repokcrcoM (PMP) B peMHaHTHI, WK “TeHn”
(ghosts) iepokcucoM [2, 17]. DTO CBUIETEILCTBYET O
MPUHLIMITMATBHBIX PA3TUUUSIX B MEXaHU3MaxX UMIIOP-
Ta MaTPUKCHBIX 1 MEMOpPaHHBIX OEJIKOB ITEPOKCUCOM
[46, 126].

WN3BecTtHO, 4TO OMOreHe3 MEMOpaHHBIX OEJIKOB
MEPOKCUCOM 3aBUCUT OT DHAOILIA3MATUYECKOTO pe-
Tukysayma. CiaeayeT cka3aTh, UTO JOCTaBKa MeMOpaH-
HBIX 0EJIKOB U ITPOUCXOXIECHHUE MEPOKCUCOM TECHO
CBsi3aHbl. PaHee cuuTanoch, YTO OpraHelibl (MUTO-
XOHIPUU, XJIOPOILJIACThI, IEPOKCUCOMBI) pa3MHOXa-
IOTCS JeJIeHUeM MPeACyIeCTBYIOIINX opranes [127,
128]. HoBwle maHHBIE, OMHAKO, YKA3bIBAIOT Ha BaX-
HYIO POJIb 9HJI0ILIa3MaTUYECKOTO PETUKYJIyMa B OO~
reHe3e Kak MeMOpaHHbBIX OEIKOB, TaK U ITIEPOKCUCOM
B 1esioM. Ilokazano, yto mpm 3Kkcnpeccuu reHa PEX3
JUKOTO TUMAa B KJeTKaxX MyTaHTa pex3 6enok Pex3p
CHavaJjia BKJIIOYAETCSI B SHAOIIA3MAaTUUECKUI PeTU-
KYJIyM, TIOCJIe Yero yAajseTcs OTTyla yepe3 HeOOJb-
1IKe BE3UKYJIbI, B JajibHEIIeM To3peBaloliue 10 me-
poxkcucom [25, 129, 130]. CorsacHo Monenu 6uore-
He3a TepOKCUCOM de novo, OOJIBINUHCTBO, €CJIN He
Bce, MeMOpaHHBIC OSJIKMA MOIMAagaloT B IEPOKCUCOMY
yepes dHAoILIa3MaTu4Yeckuii petukyaym [131]. B Ha-
CTOdIIee BpeMsI CYUTACTCS, YTO MEPOKCHUCOMBI MOTYT
BO3HMKATh KaK W3 BE3WKYJ, IMPOU3BOIHBIX 3HIO-
T1a3MaTU4YeCcKOTo PeTUKyJaymMa, Tak U MyTeM JeJie-
HUS MOpeicyliecTByommXx nepokcucom [30, 131,
132]. OnHako obcyxaaeTcsi BOIpoc, o0pa3yloTcs Ju
MEPOKCUCOMBI JIPOXKeil de novo TOCTOSTHHO WU
JINIIb B ONpeaeIeHHbIX HEOOBIYHBIX YCIIOBUSX, KakK,
HampuMmep, B MyTAHTHBIX KJIETKAaX, JUIICHHbBIX IIe-
pokcucom [18].

HesicHbIMU  ocTaloTcsl JeTaqu JTOCTaBKU MeM-
OpaHHBIX NEpOKCUHOB. CieayeT IMOa4YepKHYTh, UTO
M3BECTHO JIBa KjlacCca MeMOpaHHBIX ITIEPOKCUHOB — C
MOCJIEIOBATEbHOCTSIMI TUIIA XBOCT-SIKOPb, KaK y
Pex15p, a Takke 0ObIYHBIE MEMOpPAHHBIE OCJIKU C OJI-
HUM WINM HECKOJIBKMMHU TpaHCMEeMOpPaHHBIMU JOME-
Hamu, HannpuMmep Pex2p. I[lepokcunbl Pex3p, Pex16p,
Pex19p, no-BuauMoMmy, y4acTBYIOT B paHHUX 3Tariax
MIyTU PETUKYIYM-IIEPOKCHCOMA. DTO caMble paHHUE
MeMOpaHHBbIEe TIEPOKCHUHBI, CBSI3bIBAIOIIIMECS C IHI0-
mjaa3MaTudeckuM petukyiaymoM [133, 134]. B kiert-
Kax Y. lipolytica u MileKonmUTaIOIINX HOBOCUHTE3UPO-
BaHHBIM MeMOpaHHBIN NepokcuH Pex16p BKIIIOYaeT-
csl B JHIOMJIa3MaTUUYECKUN PETUKYIYM U CIYXKUT
KapKacoM IUIS CBSI3BIBAHUS NPYTUX IIEPOKCUHOB U3
IMTOIUIa3MBI, TakKnX Kak Pex3p m PMP34p [28, 135].
VY npoxckeil, He comepxkaiux romoJjiora PEX16, ripo-
11ecc HeCKOoJIbKo oTiinvaetcsi. Hanpumep, y S. cerevisi-
ae Pex3p cHavana HampaB/IsIeTCSI B DHOOILIa3MaTHIE-
CKUIl PEeTMKYJIyM, IIOCJIE YEro CerperupyeT B Mperie-
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POKCHCOMHOE 00pa3oBaHME BMECTE C MEMOpaHHBIM
repokcuHoM Pex19p, KoTophlii 1efiCTBYET B KAUECTBE
pelientopa v Bo B3auMozeicteuu ¢ Pex3p obecrnieun-
BaeT UMMOPT JAPYTMX MEMOPaAHHbIX IEPOKCHUHOB B Ie-
pokcucoMy [136]. OnHako BpeMeHHasl JTOKaanu3aliusl
HEKOTOPbIX MEMOpaHHBIX MEPOKCUHOB B 3HIOILIA3-
MaTUYEeCKOM peTHKynayme, Hampumep Pex30p u
Pex31p y P. pastoris [137], MoXeT ObITh CBSI3aHHOM C
IpyruMu Tipolieccamu. IlpenronaraeTcsd BO3MOXK-
HOCTb CYIIIECTBOBAHUSI MyTHU BE3UKYJISIPHOTO TpaHC-
opTa, MOCPEICTBOM KOTOPOTO JIMITU/IbI U3 SHAOIIA3-
MaTUYECKOTO PEeTUKYJIyMa BMeECTe C HEKOTOPbIMU
MeMOpaHHBIMU OeJIKaMU MOCTYIAI0T B IEPOKCHUCOMBI,
XOT$ TIOCJIEAHUE JaHHbIE CBUAETENBCTBYIOT O IPSIMOM
nepeHoce (hochOIUNMUIOB U3 SHAOIIA3MaTUYECKOTO
peTuKyJiyMa B MEPOKCUCOMBbI 0€3 BE3UKYJSIPHOTO
TpaHcniopta [138]. TakuM oGpa3zoM, pu3MoIOrnde-
CcKasl pojib JIOKAJIM3allMM HEKOTOPBIX MeMOpaHHBIX
MEPOKCUHOB B JHJIOMIa3MaTUUYECKOM PETUKYJyMe
HY>XJaeTcsl B JaJibHEMIIeM U3yUYeHUU.

MEXAHU3MBbI JEJIEHUA ITEPOKCUCOM

OcHoBbIBasiCh Ha (pyHKIMsIx Oenka Pex11B mie-
KOMUTAIONIMX, PEINOI0XKUIU, YTO CYIIECTBYIOT Ue-
ThIpEe YaCTUYHO TEePeKPbIBAIOILIMXCS dTana JejeHUs
MepoKCHCcOM, a MMeHHO: (a) BkmouyeHue Pex11B B
MeMOpaHy; (0) 3JIoOHralus rnepokcucom; (B) cerpera-
mus Pex11B u obpa3zoBanue oborameHHBIX Pex11B
Y4YaCTKOB; U HaKoHell (T') nejeHue rmepokcucomM [139,
140]. dpoxckeBbiM romoyioroM Pex11B miekomnura-
omux spisieTcs 6eok Pex11p. Ilpu cBepxakcmnpec-
cum PEX11 S. cerevisiae B KJIeTKax 00pa3yIoTCs YIJIN-
HEHHBIC KJIACTEPhl MEPOKCUCOM, U MX KOJMYECTBO
yBenuuuBaercs [59, 78]. Haobopot, menenusi reHa
PEXII BemeT K CWUIbHOMY YMEHBIIIEHHUIO YMCJIA IIe-
POKCHCOM B KJIETKE U OJJHOBPEMEHHO K 3HAYUTEJIb-
HOMY yBEJIUUYEHMUIO UX padMepoB. [TonoOHast KapTuHa
HaOJI0IaeTcd U Y IPYyTUX OpraHu3MoB (MULIEIUAb-
HbIE TPUOBI, TPUIIAHOCOMBI), YTO CBUAETEIBCTBYET O
BBICOKOKOHCepBaTUBHOUN (pyHK1MU Pex11p B am0H-
rauy IIepoKCHCOM y Bcex ayKapuor [78]. Dkcmopec-
cust uMeHHo reHa PEX ] 6oJiee 3HAUMTEIIBHO YCUITU -
BaeTcs Tocjie MHAYKIMWY TIpoJindepalun mepoKcu-
COM, HammpuMep, MocJie repeHoca KJIeTok S. cerevisiae
CO cpedbl ¢ TII0K030i Ha ojeart [12, 141], a xkineTok
H. polymorpha — co cpeibl ¢ TJIFOKO30M B Cpely C Me-
TaHoioM [142]. Takum o6pa3zom, MOILYJISIINS YPOBHS
Pex11p gaBisieTcst BAXXKHBIM CITOCOOOM PETYISIIINN KO-
JINYeCTBa IePOKCHUCOM B KJIeTKe. Y S. cerevisiae MeM-
OpaHHBII Oenok mepokcucom Pexllp mpencraBieH
nByMms opmamnu: dochoprmanpoBaHHON M gedoc-
¢dbopuMpoBaHHOM, MPUUYEM B KJIETKaxX ¢ aKTUBHO Jie-
JsmMucs repokcucomamu Pex11p ochopunupoBan
U JIOKAIM3YETCS MPEUMYIIECTBEHHO B IIEPOKCUCOMAX, 1
Hao0opoT. B KileTkax 6€3 akTUBHO MPOJIUMEPUPYIOIIIX
nepokcucoM Pexl1 1p npencraBiieH B OCHOBHOM Hedoc-
(oprpoBaHHOI (POPMOIt 1 BEISIBIISIETCS. BO (DPAKITAN
SHAOIIa3MaT4Yeckoro petukyiayma [143]. Hltammbl ¢
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KOHCTUTYTUBHO nedochopunpoBaHHbIM Pex1 1p nme-
IOT TaKOH Xe (peHOTUTI, Kak U MyTaHThI Apex 1. Knet-
KM BTUX IIITAMMOB COAePKaT HeOOJIbIIIOE KOJTUYECTBO
MEPOKCUCOM, TOTAa KaK B IITAMMAaX ¢ KOHCTUTYTUB-
HO ¢pochopunupoBaHHBIM Pex11p nepokcrucomM MHO-
T0o U B HUX HAXOAUTCs 3TOT 6etoK. CBepXaKCIIpeccust
HUKINH-3aBUCUMOM IIpoTenHKMUHAa3bl Pho85p mpmu-
BOJIUT K (pocopunupoBanuio Pex11p u mponucdepa-
LAY TIEPOKCHCOM.

M3yueHue 249 myTaHTOB S. cerevisiae ¢ neleLusi-
MU T€HOB KMHa3 1 ocdaTas3 mokasano, 4to pocdo-
pWIMpoBaHUe OEJIKOB UTPAacT BaXKHYIO POJIb B pery-
JISIUUM Tipoaudepalu nmepokcrucoM. B yactHocT,
neneuusi reHa PHOSS, Kxonupyroliero HUKJINH-3aBU-
CUMYIO KMHAa3y, BbI3bIBAET 3HAUMTEJIbHOE YMEHbIIIE-
HHUe KOJIMYECTBa MepOKCHUCOM B KJeTKe [144].

Bropoii kimacc 0e1KoB, HEOOXOAUMBIX ISl Aeje-
HUSI IEPOKCHCOM, — CEMEMCTBO TaK Ha3bIBA€MbIX U -
HaMWH-TIONOOHBIX OenkoB, oonbmux GTPa3z, nmpu-
HUMAIIUX ydyacTue B JEJeHUU U CIUSHUU MEM-
Opan. Y S. cerevisiae nBa [MHAMUH-TIOAOOHKIX O€JIKa,
Vpslp 1 Dnmlp, BoBjIeYeHBI B ACJIEHNE TEPOKCIICOM.
Dnmlp yyacTByeT B AeJICHUM MUTOXOHIPUIA, OH He-
00XO0IUM TaKKe JIJIsI IeJICHUSI IEPOKCUCOM B YCITOBU -
SIX MHAYKIIUU OJieaToM, TOTJa Kak Vpslp HeoOxomum
JIJISI IeJICHUST IEPOKCUCOM B YCIIOBUSIX PEIPECCUM UX
ouoreHe3a (Hampumep, B cpede C IIoKo30i) [145].
Dnm1p nmepeHOCUTCS B TIEPOKCHUCOMY NP TTOMOIITHA
JIByX TOMOJIOTMYHBIX 0eJIKoB — Mdv1p u Cafdp, acco-
I[IUAPOBAHHBIX ¢ MeMOpaHoil yepe3 6enok Fisl, co-
Jiep>Xaluili mocae10BaTebHOCTh TUIA XBOCT-SIKOPb
[146]. Mdvlp nmpUHAIIEXUT K CEMENCTBY GEIKOB C
MOBTOPAaMU M3 OCTAaTKOB TpuIiTodaHa U aclapTaTa
(Taxk Ha3eiBaeMblie WD repeat proteins), KOTOPBIX HET
y BbIciIux sykKapuoT. Caf4 sBisercss mnapajaorom
Madvlp. ITokazaHo, uto y H. polymorpha, B otinuue ot
S. cerevisiae, 6e10K Vpslp He yyacTByeT B JeJIeHUH Tie-
pokcucoM [31]. B atom otHomenuu H. polymorpha
OJIMKE K KJIETKaM pacTeHUI U XKUBOTHBIX, Y KOTOPBIX B
JIeJISHUM TIEPOKCHCOM y4acTBYeT JIuIib 6e10K Dlplp.

Kak cka3aHo BblIllIe, B X0/ie KJIETOYHOTO 1I1KJI1a Oe-
Jok Dnm1p ygacTByeT B peryJsilinU JeJICHUS KaK 1e-
POKCUCOM, TaK U MUTOXOHApUI. MeTtonom ¢iryopec-
LIEHTHOW MMKPOCKOMUM TIOKa3aHO, YTO B KJIETKax
H. polymorpha Dnmlp, KOHBIOTUPOBAaHHbLIN C 3€JIe-
HbIM uyopecueHTHbIM Oesnikom (GFP), HepaBHO-
MEPHO paclipelieJieH B LIMTO30Jie U 00pa3yeT 00Jib-
11I0€ YHMCJIO MATEH, KaXI0€ W3 KOTOPBIX CONEPXKUT
MHoOxKecTBO MoJiekyal GFP-Dnmlp. MHTepecHO, yTO
Mdvlp nokamusupyercss BMecTe ¢ naTHamMu Dnmlp.
Takue nsiTHa AMHAMUYECKU ACCOLIMUPYIOT U IUCCO-
HUUPYIOT ¢ MUTOXOHAPUSIMU U TIEPOKCUCOMAMH,
nogYepKuBast, 4to 6esok Dnmlp ydyacTByeT B nene-
Huu obeux opranesn [147]. Y H. polymorpha nenenue
IIEPOKCHCOM ITOJIHOCTbBIO OJIOKMpPYETCS P AeJICLIUU
DNM1 [31]. MyTtaHTHbIE KJIETKW COAEpXaT OIHY
OOJIBIIYIO TIEPOKCHUCOMY, KOHELl KOTOPOW BBITSTHBA-
eTcsl ¢ oOpa3zoBaHUEM YIJIMHEHMSI, TPOHUKAIOIIIEro B
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pa3BUBAIOIIYIOCS MOYKY. I10H0OHBIX YITMHEHWNI HET
y TIEPOKCHUCOM B KJIeTKaX MyTaHTOB dnm I pex11, 4to
corJjIacyeTcsl ¢ TpEICTaBICHUSIMM O BaXXHOU pOJIU
Pex11p B aoHTAaIIMM TIEPOKCUCOM.

Kpome aumHamMuH-momoOHBIX OenkoB Pex3p,
Pex11p u Fislp uneHtudunmpoBaHsl U apyrue oe-
KM, TaKKe yJ4acCTBYIOIIUE B PETYISILUU ACJACHUS Tie-
pOKCHCOM, B TOM 4YHCIle OelKU, MepBOHAYAILHO
UIeHTU(GULIMPOBAHHbBIE KAK KOMITIOHEHTBI CEKPETOP-
HOTO IyTH, a TaKXKe HOBbI€, HEJJABHO OTKPHITHIC TIe-
POKCHUHBIL. ek ceKpeTOpHOro ITyTH OKa3aJIuCh He-
00XOIMMBIMHU 11 00pa30BaHUSI TIEPOKCUCOM de novo
JIM0O JJ1s1 AOCTaBKU JTUTTUAOB, MPOUCXOASIIIUX U3 DH-
JIOMJIa3MaTUYECKOTO PEeTUKYJIyMa, B MeMOpaHy Ie-
pokcucom. [MocTtynmupoBaHa BO3MOXHAsI POJIb TEHOB
SEC39, SEC21 n DSL S. cerevisiae B TiepeHOCE MEM-
OpaHHBIX OEJIKOB ITEPOKCUCOM U3 SHAOIIa3MaTHUIE-
CKOTO peTHKyJyMa B rmepokcucomy |[148]. benkm
ARFI v ARF3 S. cerevisiae Urpaiot, 1o-BUINMOMY,
IIPOTUBOIIOJIOXKHBIE POJIM B Mpoandepalnuu IIepoK-
cucoM [149]. Emp24 Bxonut B ceMeicTBO 0e1KOB p24
1 JIOKaIn3yeTcsl B KoMmIuieKce ToJbIKu, 3HAO0IIa3-
MaTUYeCcKOM peTukyiayme u Besukyidax COP-1 u
COP-II (coat protein complex) [150]. ITo3xe, onHa-
KO, TOSIBWJIMChH JaHHbIE B IOJIb3Y TEPOKCUCOMHOIM
noxkanuzanuu Emp24py S. cerevisiae v H. polymorpha
[151, 152]. MHTEepecHO, uTo meneuust reHa EMP24 'y
H. polymorpha npuBoauiIa K CWJIbHOMY YMEHBIIIEHUIO
Yyuciia IepoOKCUCOM B KJIETKaX, BHI3BAHHOMY, BEPOSIT-
HO, Ie(eKTOM B IeJIeHIHU IlepokcrucoM. He nckmoue-
HO, 9TO O0eJIKN p24 HEeOOXOTUMBI JIJIsI IOCTaBKU pa3-
JIMYHBIX KOMIIOHEHTOB, YYaCTBYIOIIWX B A€JICHUU Te-
POKCHCOM UM WX BJIOHTALIMM Ha HAYaJbHBIX 3Tamax
JIeJICHUSI.

ITomuMmo camoro Pex11p, mBa npyrux 6ejika, BXo-
ISIIUX B 3TO CEMEUCTBO y S. cerevisiae (Pex25p u
Pex27p), yuacTByIOT B Iipojimdepanui IIepOKCHCOM,
0COOEHHO B YCJIOBUSIX peTIPECCUM UX Mposiudepannn
[78]. Urcao mepoKCcUcoM peryupyeTcst 0eJKaMu ce-
merictBa Pex24p (Pex24p, Pex28p u Pex29p). Bce Tpu
Oejika BXOAST B COCTaB MeMOpaHbl MEPOKCUCOM, U
cpenu Hux Pex24p, Ho He Pex28p unu Pex29p, nHny-
LIMPYIOTCS B YCJIOBUSIX, aKTUBUPYIOILIMX MpoJiudepa-
LIMIO TIEPOKCUCOM (HalpuMep, Ha Cpelie C OJIeaTOM).
Heneunss PEX28n PEX29y S. cerevisiae conipoBoXIa-
eTCsl YBeJIMUCHUEM YMCia TIEPOKCUCOM YMEHbIIIEHHO-
ro pa3mepa [81]. Tpu Apyrux MHIYLIHPYEMbIX OJIEATOM
oenka S. cerevisiae (Pex30p, Pex31p, Pex32p), obnana-
e romojioruein ¢ Pex23p Y. lipolytica, takxe
YYacCTBYIOT B Peryjsiiiu KOJIMYeCTBa MEepOKCUCOM B
KieTke [82].

HACJIIEAZOBAHUE ITEPOKCUCOM

VY H. polymorpha n S. cerevisiae HacllenoBaHUE
CBOICTB JIOYEPHUMU MNEPOKCUCOMAMU 3aBUCUT OT
oenkoB Inplp u Inp2p, 6enkoB Kitacca V MUO3MHOBO-
ro motopa (Myo2) u aktuna [153, 154]. Cpenu 3tux
oenkoB Inplp mpencraBasier coboii crieuUIHBIN

MOJEKVYIIAPHAS BUOJIOTUA Ne 1

TOM 46 2012

23

¢akTop ymepXaHWs IIEPOKCHUCOM, COCAUHSIONIUIA
MePOKCUCOMbl MATEPUHCKOM KJETKM C TI0Ka He
UAEHTUGULIMPOBAHHOM SIKOPHOM CTpyKTypoit [155].
Oxkasanoch, 4To B oTcyrcTBHMe Pexllp B kieTkax
H. polymorpha napymaetcst ynep>XuBaHue MEPOKCU-
COM, HECMOTpS Ha MpaBWIbHYIO JoKanu3auuto Inplp
B nepokcucome [155]. Takum o6pazom Pex11p yuacr-
BYeT HE TOJIBKO B JeJIESHUM TTIEPOKCHUCOM, B €T0 (pyHK-
L1 MOXET BXOAUTH U e¢ yaepKkuBaHnue. OmpenesicH-
HYI0O pOJIb B HAcCJIeIOBAHMM IIEPOKCHUCOM WIpPaeT
Pex3p [156]. DTOT, MO-BUAMMOMY, MHOTO(PYHKIIMO-
HaJIbHBIN 0e1oK B3auMoaeicTByeT ¢ Inp1p Ha mepok-
cucoMHo#t MemOpaHe. OH yJacTByeT B 00pa3oBaHUU
MeMOpaHbI IIEPOKCHCOM U HaCJIEIOBAaHUM OpPTaHe-
Jibl. Inp2p sIBIsIeTCS MEMOpPaHHBIM TTIEPOKCUHOM, KO-
TOPHBIN IefICTBYET KakK penentop Myo2p n odbecrnieun-
BaeT TaKMM 00pa3oM TPAHCIIOPT OpraHesJIbl B OUYKY
[153].

HenaBHo mokazanu, uto Inp2p — 3TO yHMKajb-
HBI1 111 S. cerevisiae 1 GIN3KOPOIACTBEHHBIX BUIOB
0OeJIoK. Y TaKCOHOMUYECKM yIaajeHHoro Buaa Y. [i-
pobytica cnenuUUIECKUMU TIEPOKCUCOMHBIMU pe-
nentopamMmu Myo2p ciayxat Pex3p u ero mapasor
Pex3Bp [157]. B mansHeilieM nmokaszaiu, uyro Inp2p,
XOTSI Y TIPOSIBJISIET HU3KYIO TOMOJIOTUIO, HO BCE K€
MPUCYTCTBYET B KJIETKAaX IOPYTMX BUIOB, BKIIIOYAs
H. polymorpha [132]. JlaHHBIE O B3aMMOIEICTBUU
Inp2p H. polymorpha ¢ Myo2p CBUIETEIbCTBYIOT O
KOHCEepPBAaTUBHOCTH TaKOM (PYHKIIMU Y ACKOMUIIETOB.
HutepecHo, uro y H. polymorpha obpazoBaHne KOM-
iekca Myo2—Inp2 3aBucut ot Pex19p. Ilo-Buau-
momy, Pex19p crabunusupyeTt B3auMOeCTBIE MEX-
oy Inp2p u Myo2p [158]. Monenb OuoreHesa mepok-
CHCOM ITIpeJiCTaBJIeHA Ha puC. 2.

HewnzyyeHHBIM ocTaeTcsl BOIIPOC O TOM, KaK pery-
JIMpyeTCs pa3Mep MepoOKCHCOM U KakK KJIeTKa ornpeae-
JISIeT MOMEHT HavaJla JieJIeHUs IepOKCUCOMBI. Takas
Mozeb IIpemioXxeHa Toka Jullb mis Y. lipolytica
[159]. B aroif Mmomenu cBs3biBaHue Pex16p ¢ armi-
KoA-cuHTeTazoil WHAYLUPYET UM3MEHEHUSI MeM-
OpaH, OJaroNpuSATCTBYIOIIME ITPAaBUIBHOMY (DYyHK-
LIMOHUPOBAHUIO KOMILJIeKCa OEJIKOB, yUaCTBYIOIINX B
neneHuun. st MHAYKIIMU OMOreHe3a TepPOKCUCOM
HeoOxoanMBEI (pakTophl TpaHcKpuIiuu Pip2p, Oaflp
n Adrlp, mpuyeM mociaeaHuil pakTop ydyacTBYeT B
WHAYKIIMUA TIepBOro (epMeHTa MyTH [-OKUCIEHUS
XKUPHBIX KUCNOT, ainii- KoA-okcnaassl.

Jenenmun CTPYKTYpHBIX I'€HOB aJIKOTOJbOKCHIA-
3bl, IUTMAPOKCUALIETOHCUHTA3bI U KaTajla3bl, OCHOB-
HBIX KOMIIOHEHTOB MaTpUKCa IIEPOKCHUCOM Yy METH-
JIoTpoHO pacTylux KieTok H. polymorpha, BenyT K
cyneprpoangepaunu repokcucom [23]. IlpuuuHbI
OOHApPYKEHHOTO SIBJICHUS IT0KAa HeNOHSTHEI. HeBbI-
SICHEHHBIMH OCTAIOTCSI TaKXKe U IPYTHe€ CTOPOHEBI pe-
TyJIsSIUMM OMoreHesa U JeJIeHUs IepokcrucoM. B yact-
HOCTH, uneHTu¢uumrpoBaHbl reHbl DNM1 v MDV1,
YYacTBYIOIINE B PETY/ISILIMM ICJIEHUSI KaK ITePOKCHU-
COM, TaK U MUTOXOHApHUiIl. OTHAKO HEACHO, KaKUM
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Kaemku ¢ degpexmamu
nepoxkcucom

NP O

WT (Qukuit mun)
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Pocm O

Membpannsie
beaKu nepokcucom

Jenenue
Mexanuszm
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Pex11
= — oo
Yonrunenue Cyacenue

Puc. 2. [unoreTnyeckast Mmonesnb nponudepanun rnepokcucom (comtacHo [20] ¢ monudukamusMm). Y KJIETOK ITaMMa TUKOTO
tuna (WT) memOpaHHble nepokcucoMHble 6esku (Peroxisomal Membrane Proteins, PMPs) nocrasisiiorcst K uMnopr-KoMmrie-
TEHTHOI 3apoxkaaloleiics: mepokcucome (NP). DTa mepokcucoma pacTeT 3a CUET UMITIOPTAa HOBOCUHTE3UPYEMbBIX TTIEPOKCU-
COMHBIX MeMOpaHHbIX 0e1KoB (PMPs) u 6enkoB Marpukca nepokcucoM. MemopaHHbBIN niepokcuH Pexl1p Heobxomum st
3JIOHralluM MeMOpaH Tepen ux aejieHueM. KoHeuHblii aTan pasaeaeHusi IepoKCUCOM 3aBUCHUT OT CIeLIMaIbHOrO KOMILIeKca,
COCTOSIIEr0 M3 TOMOJIOTOB JUHAMMH-IIOJOOHBIX OEJIKOB, O¢IKOB THUMa XBOCT-sKopb Fislp u Mfflp (BbICIIME 3yKapuOThI),
0eJKa C TIOBTOPSIOIIMMUCS ocTaTtkamu Tpunitodana u acriaprara (WD) Mdvlp (rpu6sr) u Cafdp (Saccharomyces sp.). lenenue
BEJIET K MOSIBJIEHUIO HOBBIX UMIIOPT-KOMIIETEHTHBIX 3apoxkaaioniuxcs nepokcrucom (NP), KkoTopsle mocTeneHHO npeBpaiia-
10TCs B 3pedibie nepokcucoMbl. benku Pex3p/Pex16p — memOpaHHbIe tepokcuHbl (PMPs), aGcoitoTHO HeoGX0nuMbIe 11t 00-
pa3oBaHUs MEPOKCUCOM. B KiieTkax, TUIIEHHBIX 3TUX OEJTKOB, MEPOKCUCOMBI OOHAPYXUTh He yrnaeTrcs. [Tociie koMruieMeHTa-
LIMM COOTBETCTBYIOLIMMU reHaMu 6eku Pex3p u Pex16p nosBisiioTcs B SHAOIUIA3MaTUYECKOM PETUKYJIYME, Tie (POpMUPYIOT

npenepokcucomy (PP).

o0pa3oM oIpenelisieTcsl MpaBWIbHAS JIOKATU3AIUS
0EJIKOBBIX IPOAYKTOB B KJIETKE, ¢ KAKUMM KOMIIO-
HEHTaMU OpraHeJUT 3T GeJIKM B3aMMOJENCTBYIOT, U
CYHIECTBYET JIM OOMEH OeJIKaMU M JIMITUIAMM MEXKITY
IByMsl opraHeuiamMu. Ecim Takoit oOMeH CyIIeCTBY-
€T, TO IIPU MOMOIIY KAaKOro MeXaHu3Ma TPpaHCIopTa
OH OCYIIECTBIISIETCS (BE3UKYISIPHOTO U HEBE3UKY-
JISPHOTO).

INEKCO®AI'UA

KonnyecTBO mepoKCUCOM B KJIETKE CTPOro KOH-
TPOJIUPYETCS HE TOJBKO MTOCPEACTBOM PETYJISIIIUU UX
pocCTa U1 JieJIeHUs], HO TaKXe B pe3yJbTaTe crieunudu-
YyecKoil aBTOogaruiiHOl Aerpagaliui MEePOKCUCOM,
U3BeCTHOM Kak mnekcodarus [22]. B pesynsrare Ko-
OpIVHAIINYU TIPOLIECCOB POCTA U AECJICHUS MEPOKCU-
COM, C OOHOM CTOPOHBI, U MeKcodaruum, ¢ Apyroi,
obecrneuynBaeTcsl TOMeocTa3 KoJmyecTBa U (pepMeH-
TaTUBHOTO COJIEPXKMMOTO 3TUX opraHesui. Paccmor-
peHre MeXaHM3MOB aBTO(daruu 1 rexkcodaruu BbIxo-

JIUT 32 paMKM 3TOro 0030pa. YKaxeM JIUIb Ha CyIIle-
CTBOBaHME MEPOKCUHOB, YYAaCTBYIOIIMX HE TOJBKO B
perynsiuuu 6MoreHe3a MepoKCUCcoOM, HO U B MeKcoda-
TMU. YCTaHOBJIEHO, uTo Yy P. pastoris nepokcuHbl Pex3p
(yuacTByeT B OmoreHese repokcrcom) u Pex14p (HeoO-
XOIMM JUIs1 UMIIopTa OEJIKOB MaTpMKCa) BOBJIEYEHBI B
perynsiiuio Tiekcodaruu [160]. Pex14p y4yacTByeT B
nekcodarnny H. polymorpha [161, 162]. [1okazaHo, 4To
npu Makporiekcodarnu y H. polymorpha Pex3 ynansier-
csl U3 MEPOKCUCOM U HE MOoJABEpraercs nerpaaanuu
[163]. Y P. pastoris iuieHTU(PULMPOBAH TeH, YCIOBHO
0003HauYeHHBbIN PDG I, MyTalliu B KOTOPOM Hapyllia-
IoT gerpamauuio nepokcucom [22, O.B. Crachik,
A.A. CubupHsblii, HeonyOJmKoBaHHbIe faHHEIE]. [To-
JIOOHBbIE MYyTallMM HapylIalOT JOKAJIU3AlUIO TEPOK-
CHCOMHBIX OEJIKOB, KOTOPbIE OKa3bIBAJINCh HE TOJIb-
KO B ITIEPOKCHCOMAX, HO U B LIMTO30JI€, UTO YKa3bIBaeT
Ha MOBpeXaeHue OuoreHe3a MEPOKCUCOM y MyTaH-
TOB pdg 1. CooTBeTcTBYIO1IMI O6eoKk Pdgl oTHOoCcUTCS
K MEMOpaHHBIM EPOKCUHOM, UYTO MOATBEPKIAET €ro
yJyacTue B OMoTreHes3e IepOKCHUCOM.
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3AKJIIOYEHUE

IlepokcrcoMbl He TiepecTarT YAWBISATb CBOEH
CTIIOCOOHOCTBIO BBHITTOTHSTH pa3HOOOpa3HbIE MeTab0-
Jndeckue GYHKIIMKY, CBOUMU He 10 KOHIIA TIOHSATHBI -
MU MeXaHU3MaMM pOCTa U AeJeHUs, UMIIOpTa MaT-
PUKCHBIX 1 MeMOpaHHBIX 0ejKoB. KakoBa mpupoma
CUTHaJIa, UHULIMUPYIOIIETO POCT U JeJieHUe TepOK-
cucom? Kak omnpenesnsieTcsi pa3mep NepoKCHUCcOM U UX
KOJIMYeCTBO B KileTke? Ha sTm m mpyrme BOIIPOCHI
MOXHO OXWJATh OTBEeTa B OmkaiIiieM OyaylIeM.
CoBeplIeHHO HeJIOCTAaTOUHO U3y4yeHa peryJIsilius To-
MeocTasa TIepPOKCUCOM, 3aKITIOUaoIascs B KOOPIH-
HalIMY TIPOIIECCOB POCTA 1 IeJICHUS 9TUX OpTaHeIUT U
nekcodaruu.

MOXXHO OXXUIATh JOMOJHUTEIBHBIX CIOPIIPU30B B
obJyracth U3ydeHus1 pakTopoB OMoOreHesa, oOIUX y
MEPOKCUCOM, MUTOXOHIPUI U SHIOTIA3MaTUYECKO-
ro perukyiayma. OnHy U3 Haubosiee “ropsaunx” Toyek
B U3y4YeHUU OHOTeHe3a MEepOKCUCOM MPEeACTaBISIOT
MEXaHU3Mbl MHIYKIIMKU OMOreHe3a 3TUX OpraHesul B
cpele ¢ TaKk HasblBaeMbIMU MpoJudepaTopaMu Tie-
POKCUCOM — JXWPHBIMU KUCIIOTAaMU Y OPOXIKEU, a
TakXe METUJIOBBIM CHUPTOM — Y METUJIOTPOMHBIX
JPOACKEM.
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