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HPOCTEHIINX, KOTOPBIE CYIIECTBEHHO JIOMOJHSIOT M YTOUHSIOT NPEACTABICHUS O €r0 CTPYKTYpe M (YHKLHUH,
CIIOXKHMBILIHECS] HA OCHOBAHWH aHAJIM3a KJICTOK MIICKOIMTAIOIINX U JIPOXKeil. B psijie uccieqoBanuii mokasaso,
YTO Mapa3sUTHUCCKUI 00pa3 )KU3HU ONPEIEIISIET CTPYKTYpHbIC U PYHKIIMOHAIBHBIC 0COOCHHOCTH CHCTEM CEKpe-
TOPHOTO TPAHCIOPTA B TAKUX HEPOACTBEHHBIX TPYyIIax NpocTeHnnx, kak Parabasalia (7richomonas), Diplomo-
nada (Giardia) n Entamoebidae (Entamoeba), mapasutnueckux Alveolata Tuma Apicomplexa (Toxoplasma u
Plasmodium) u Kinetoplastida (Trypanosoma w Leishmania), B CpaBHCHUU C CEKPETOPHBIM TPAHCIIOPTOM B MO-
JICIBHBIX CUCTEMaX — KYJIbTYPAIbHBIX KJIETKAaX MICKONHUTAIOIIMX U APOXIKEil. PACCMOTPEHBI CTPYKTYpHBIC Ba-
puanuu annapara ['onbku (Al') B KiI€TKaX 3yKapHoT pasiiMyHOr0 YPOBHS OpraHu3ainuu. B Tpex u3 mectu cy-
NePTaKCOHOB, BBIICISIEMBIX HOBOI Kiaccuukanuei npoructos (Adl et al., 2005), cymecTByeT Kak MUHIMYM
BOCEMb TPYIII, IIEJTUKOM COCTABICHHBIX U3 BHJOB, B KOTOPBIX A" He BBISBISICTCS B BUJIC KIACCHYECKOM CTONKU
muctepH. OHAKO MOJICKYJISIPHO-TeHETHYECKUE H(MITH) OHOXMMHYECKHE JI0Ka3aTeIbCTBA TOBOPST B MOJIb3Y TO-
ro, 4To opravemia ¢ pyHkuusmu Al" UMenack BO BCEX H3YYCHHBIX Tpymnax. BropuyHas yrpara oGopMIeHHOTO
AT, noKa3aTeabCTBOM KOTOPOM CIIYXKUT BBISIBICHHE I'CHOB OCIIKOB, yYaCTBYIOLIMX B TPAHCIIOPTE MEKIY KOM-
napTMEeHTaMu [ 0JIb/KH B TAKCOHAX, JIMIICHHBIX MOP(HOIOrHYECKH BBIPAKEHHBIX JUKTHOCOM, TPOUCXOMIIA, BE-
POSITHO, HECKOJIBKO pa3 B XO/I€ BOJIOLUH dyKapruoT. [Toka3aHo, YTO HU NPU3HAK HAIHYHS/OTCYTCTBUS JUKTHO-
COM, HH YHCJIO JUKTHOCOM B A" He CBSI3aHBI C HHTCHCHBHOCTBIO CEKPELIMU HJIM C PACIIOIOKEHUEM TPYIIbI Ha

(huoreHeTHUECKOM IpeBe.

KnrodeBsie caoBa: anmapaT ['onbaku, BHYTPUKIETOYHBIA TPAHCIOPT, YABTPACTPYKTypa KICTKH, TMapa-
3UTHYECKHE TTPOCTEHINNE, IBOMIOLIS YHIOMEMOPAHHBIX CHCTEM DYKapHOT.

I[Ipunsateie cokpaumenusa: AI'— annapar ['onbmku, OP — sHpomiazmMatuueckuit petukyiaym, [IIM —
a3matndeckas Mmemopana, SIM — sinepHast MmemOpana, BOA — Gpedensaun A, 1O — napasurodopHas Ba-
kyoub, MIIB — memOpana napasurodopnoii Bakyonu, TBC — tyOynosesukyisipnas cets, ARF — daxrop pu-
6osunuposanus AJ[®D, COPI unu COPII — Genku oxaitmienus [ wiu 11 Tuna, AP — agantopabie 6enku.

Cekpenusi MAaKpOMOJIEKYJI — OJiHA M3 BaKHEHIIUX (QyH-
KIUH KaK IPOKapUOTHYECKOH, TaK U 3YKapUOTHUYECKOH Kile-
Tok. [lomnepkanue MOCTOSHHOTO COCTaBa IIA3MAaTHYECKOH
meMbOpanbl (ITM), dopMupoBaHue 3alIMTHBIX KJICTOYHBIX
0005109€eK, MOAN(DUKAIMS OKPYKAIOWIEH Cpeibl, B3auMOIeHi-
CTBUE C JPYIMMH KJIETKaMH — BOT HEMOJHBIN IepevyeHb
(byHKIMI cexpeTopHOTO ammaparta kieTku. CrocoObl BbIBe-
JieHHs1 OEJIKOB M IOJIMCAXapuI0B 13 KIETOK B CPEIy B XOJe
9BOJIIOIMH [TPETEPIIENIN CYIIECTBEHHbIE U3MEHEeHHs. Y Mpo-
KapuoT CEeKpenus OEITKOB IMPOUCXOIUT THO0 HETTOCPEICTBEH-
HO uepe3 [IM — myTu TpaHCIIOKaluK, CXOAHBIE C BBISBICH-
HBIMHU B KJICTKaX MJICKONIUTAIOMIUX MYTAMHU IIEPEHOCA ITPOTE-
WHOB M3 LUTOIUIa3Mbl B SHAOIUIA3MATHYECKUH PETHKYIyM
(OP), 1160 ¢ momouIbIo MepeHocynKoB (sec system) (Schek-
man, 1994). OCHOBHBIM CIIOCOOOM BBIJCIICHHUS OCIIKOB U I10-
JTUCAXapHUJIOB U3 KJIETOK 3YKapHOT SIBISETCS 3K30LHTO3.
B kieTkax 9ykapHuoT B IIpoliecce SBOJIIOLUH CHOPMHUPOBAIICS
CIIOKHBIN CEeKPETOPHBIN MyTh, COCTOALINN M3 CEPHH MeMO-
PaHHBIX KOMIIAPTMEHTOB, COJIEPXKAINX Pa3IHYHbIe HAOOPHI
6enxoB — OP, anmapar [onbmxku (Al'), 11M30COMBI, MHOTO-
YHCJIEHHBIE BAKyOJIH, BE3UKYJIBI, TyOysbl, GopMupyromiue
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MMPOMEIKYTOYHBIC KOMIIAPTMEHTHI U Y4aCTBYIOIIUEC BO BHYT-
PHUKJIETOYHOM TPAHCIIOPTE.

B nocnenHue roabl JOCTUTHYTHI 3HAUYNTEIBHBIC YCIIEXH
B M3y4YEHUH OCOOCHHOCTEH BHYTPHKJIETOYHOI'O TPaHCIOpPTa
B KJIETKAaX JyKapuoOT: MICHTH()UIMPOBAHBI I'CHbI OCIKOB W
JIMIAO0B, IPUHUMAIOIINX Y4acTHs B TPAHCIIOPTE; AOCTATOY-
HO XOPOILIO U3yUYEeHBI PEaKIUH, IPOUCXOAAIINE B OTACTBHBIX
KOMITapTMEHTax [ 0JIbJKM; ONMHCaHBl UX CTPYKTYPHBIE KOM-
TMOHCHTHBI: CO3JIaHbI NIPOCTHIC OKCIECPUMEHTAJIbHBIC CUCTEMBI,
MO3BOJISIFOINE CHHXPOHU3UPOBATh CEKPEIUI0 U MaHHITYJIHU-
poBaTh Iporeccamu cOOpku U pazoopku opranesisl. OxHa-
KO €JMHOIl 0Oojiee WJIM MEHee HEelpPOTHBOPEYNBON KOHIIEI-
UM BHYTPHUKIJIETOYHOTO TPAHCIIOPTA IOKa HE CYIIECTBYET.
Hanporus, nopaxaer oouime rumnores, Kacaroluxcsi ero op-
raau3annu. CMeHa TOCIOACTBYIOIIUX MapajurM IPOUCXO-
JUT 9yTh JIN HE €XKEroJHO, B paMKaXx 3—4 OCHOBHBIX MO-
Jiesieil TpaHcropTa: BE3MKYJSPHOM, MaTypallOHHOH, Be-
3UKYJO-MaTypalnnOHHOW (CHHTETHUECKOW) u Hamboiee
«CBEXEi» — Mojen MeMOpaHHBIX KOHTHHYYMOB. OjHO-
BPEMEHHO CYIIECTBYEeT Kak MUHUMYM 20 BapHanuil pazind-
HBIX Mozeneit (Mironov et al., 2005; cm. 0630p: CHUTHpEB-
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on-chytrid fungi

Chytrid fungi

Metazoa
Red algae
Green algae

Land plants

Archebacteria

-

Stramenopiles (Fucus, Phytophtora, :
Opalina, Pseudobodo) :

Alveolates (Paramecium, Toxoplasma) !

Slime molds (Dictiostelium)
Entamoebids (Entamoeba)

Pelobionts (Mastigamoeba)
Euglenids (Euglena)

Heteroloboseids (Naegleria)
Parabasalids (7richomonas)

Diplomonads (Giardia)

Microsporidia (Nosema)

Puc. 1. Cxema, oTpakaroniasi mpejcTaBicHre 00 3BOJOIUE dYKapuoT (Sogin, 1991).

KpynHbIM mpu¢TOM BbIIEICHbl Ha3BaHHs TAKCOHOB Pa3JIMYHOIO PaHTa, HCIOIb3yEeMbIe B aHIIOSA3BIYHON JIUTEPAType; B CKOOKaX 6osiee MEIKHM MIPU(PTOM —
HauboJiee U3BECTHBIC PO, [LImpuxosou pamkoil BbIAEICHA KKPOHa» (HUIOTEHETHYECKOTO JIPEBa.

ckast u ap., 2006). Bce cymecTByronye rumnoTe3sl OrpaHu-
YCHHBbI, T. €. ONMCBIBAIOT I'PYIIIbLI q)aKTOB, qanie BCEro Iio-
JTy4ECHHBIX B JaHHOW TpyNIle ¥ JaHHBIMH METOJaMH. 3adac-
TYI0O OHHM OKa3bIBalOTCSl HECIIOCOOHBIMU OOBSICHUTH Pe3ylib-
TaThl MCCJIEIOBAHUN, MOMYyYCHHBIX APYTMMHU METOAAMHU Ha
apyrux oowvekrax. OnHOW M3 NPUYMH HEOIPEeJIEHHOCTH,
TaK JOJIT0 Lapsiiedl B OJHOM U3 LEHTPaJIbHBIX U aKTUBHO
pa3pabaTbiBaeMBIX 00JACTSIX KICTOYHOH OMOJIOTHH, SBIISAET-
csl TOT (haKT, YTO IPOLECCH BHYTPUKIETOUHOTO TPAHCIOPTA
CBSI3aHBI CO CTPYKTYpaMH, pa3Mepbl KOTOPBIX JIeXkKAT Ha rpa-
HU pa3pemnraromeil cCriocOOHOCTH OOJBIIMHCTBA UCTIOIB3Ye-
MBIX METOJIOB CTPYKTYpHOTO aHanu3a. OJHaKo CleyeT yKa-
3aTh, YTO TAKUE COBPEMEHHBIE METOMbI, KAK KOPPEIATHBHAS
MHUKPOCKOIUS, IYMMYHOMEUEHNE Ha 3aMOPOXKEHHBIX Cpe3ax,
KoMIbloTepHas Tomorpadus, 3D-peKoHCTPyKLUs, METO/IbI
TpaHC(HEKIUH M HKCIPECCHN MEUYEHBIX OENKOB, a TIaBHBIM
o0pa3oM couyeTaHHe Ha3BaHHBIX METOJAMYECKUX MOJXOI0B
IMMO3BOJIAIOT 3HAYUTEIIBHO OTOJABUHYTH O3TY I'paHb.

OcHOBHBIC yCTIeXH B 3yueHUH Al TOCTUTHYTHI ¢ IOMO-
b0 YJAQYHBIX JKCIIEPUMEHTAIbHBIX MOJENIEH — KIETOK
JIPOJKKEH U MIIEKOIIUTAIOIIMX B KyJIbType. Ha nposxxax Bbl-
TIOJTHEHBI OCHOBHBIC OMOXHMHUYECKHE, MOJIEKYJIIPHO-0HOII0-
THYCCKHUEC U I'CHCTUYCCKHUEC HCCIICTOBaAHUA. Knerku KYJbTYP
yZOOHBI TE€M, YTO OHHM PACIUIACTBIBAIOTCS MO IOBEPXHOCTH
MIOJUTOKKH M CO3/aI0T MOHOCIOH, yIoOHBIN I (U3U0I0-
FUYECKUX IKCIEPUMEHTOB U MHKPOCKOIIUYECKOTO aHalu-
3a (Boulan, Sabatini, 1978; Mostov et al., 2000). Oxraxo >Tn
TpaHc(OPMHUPOBAHHBIC KJIETKH Yalle BCEro (pyHKIMOHAIIb-
HO HCIOJHOUCHHBI, C UBMCHCHHBIM TUIIOM CCKPETOPHOTIO
Tpancrnopra. [Io3ToMy HEYAMBHTEINBHO, YTO PE3yJIbTAThI, TIO-
JIy4eHHbIe Ha (YHKIMOHAIBHO aKTHBHBIX CEKPETHPYIOIIMX
KJIETKaX WM BBIACICHHBIX U3 HUX MEMOpPaH M Ha KJIETKax B
KYJbType, 4aCTO HE BIOJHE COTJIACYIOTCS JPYT C JPYTOM.

O)IHI/IM 13 IJIOAOTBOPHBIX MOJAX00B K U3YUCHHUIO CEKPE-
TOPHOTO ITyTH MOET OBITh HCIOIB30BAHUE OJTHOKJICTOTHBIX
OpraHu3MoB (IPOTHUCTOB) — T'OTOBBIX AKCIIEPHUMEHTAIBHBIX
cucTeM, rpenocTasisieMbix npupojoit (Plattner, 1993; Soko-
lova et al., 2001; Joiner, Roos, 2002; Lujan, Touz, 2003; Co-
oke et al., 2004; Overath, Engstler, 2004). IIpakTuuecku
KakJasi TPyTIa MPOTHCTOB 00J1a1aeT 0COOBIM THITOM CEKpe-
Ta ¥ XapaKTEpHOH opraHu3anueil CeKpeTOPHOTO TpPaHCIIOp-

Ta, B TPOILECCEe DBOJIONNU HJICAIBHO IMOJOTHAHHBIMHU TI0]
(hyHKIIMOHATBHBIC 3a7aud — OYIb TO CEKpEIUs 000J0YKU
LUCTHI JIIMOJINH, 3JIEMEHTOB KJIETOYHOM CTECHKH, «YEIIyeK»
OJTHOKJICTOYHBIX 3€JICHBIX BOJOPOCIEH, SKCTPYycOM HH(Y30-
pUI WK MOBEPXHOCTHBIX INIMKOIPOTEUOB TPUIIAHOCOM.

B 0CHOBHOM J1Be NMPHYHHBI O00YCIOBHIN HHTCHCHBHOEC
n3yueHHe OOJIMTaTHBIX MapasHuTUYECKUX MPOCTEHIINX C T10-
MOIIBIO COBPEMEHHOI'0 apceHaja FeHeTHYECKUX, MOJEKY-
JSIPHBIX W CTPYKTYPHBIX METO/IOB. Bo-nepBbIX, H3ydeHHE
KJIETOYHOM 6I/IOJ'IOFI/II/I IIAaTOI€HHBIX IJI YCJIOBEKA U AOMalll-
HHX JXMBOTHBIX BUJIOB CBSI3aHO C TIOMCKOM MHIICHEH IS J1e-
KapCTBEHHBIX IIPEIapaToB M MOITOMY XOpOLIO cyOcuanpy-
etTcsi. Bo-BTOpBIX, MapasuTHYeCKHe MPOCTEHIINE OKa3aliCh
YIOOHBIMU OOBEKTAMH JJISL DKCIIEPUMEHTAIBHOTO H3Y4CHHS
BHYTPHKIIETOYHOTO TpaHcropTa. C 0JHOM CTOPOHBI, IPUCTIO-
cobneHne K OONMraTHOMY Mapa3suTH3MY NPUBEIO K PEayK-
UK 9aCTH (DEPMEHTHBIX CUCTEM U CTPYKTYPHBIX 3JIEMEHTOB
CEKPETOPHOro MyTH, a C IPyroil — y OONBIIMHCTBA Napasu-
THYECKUX MPOCTEHITNX HaOIIogaeTcs runepTpodupoBaHHas
CEKpeLusl )XKU3HEHHO BAXKHBIX JUIS ITapa3uTa OeIKOB MU TN~
KOITPOTEMHOB, KOTOPBLIC HCIIOJB3YIOTCA Kak (byHKLU/IOHaJ'IB-
HbIC MapKepbl CeKPETOPHON aKTHBHOCTH. W HakoHel, MeJKue
pa3mepbl 00er4atoT Mop(hOIOrHUeCKHid aHAIN3, B YACTHOCTH
TPEXMEPHYIO PEKOHCTPYKIHMIO CEKPETOPHOIO alapara.
B nyOnukanusx mnocieHuX JeT yOeIuTeIbHO MPOAEMOHCT-
PHPOBAHO, YTO M3YUYCHUE CEKPETOPHOTO TPAHCIIOPTa Y napa-
3UTHYECKHUX IPOCTEHIINX CYLNIECTBEHHO JIONOJHSACT ¥ yTOY-
HSIET TPE/ICTaBICHUS O CTpYKType U pyHKuuu Al', cloxuB-
IIMEeCs] Ha OCHOBAaHMM aHaM3a KIETOK JPYTHX dyKapHoT —
MIICKOITUTAIOIIUX U JAPOXIKEH.

Kpome Toro, aHanms CeKpeTOPHBIX CHUCTEM INPOTHCTOB,
NPEACTABISIOMHUX co00l Hanboiee MPUMUTHBHBIX MPEACTA-
BUTEICH DYKapHOT, IMEET BaXKHOE 3HAUCHUE JJIsl TOHUMAHHS
OJTHOTO M3 HanboJiee MHTPUTYIOLIUX BOIIPOCOB COBPEMEHHOM
KJIETOYHOW OMOJIOTHH: KaK U KOTJIa BO3HHUKIIH CIIOKHBIE KIIe-
TOYHBIC CHUCTEMBI, OTJIIMYAIONINE IYKAPHOTHUYECKYIO KIIETKY
OT KJIETKH OaKTepHi, TaKWe KaK IIUTOCKENIEeT, MUTOXOHIPHUH,
9HIIOMEMOpaHHBIC CTPYKTYPHI M CBSI3aHHAs ¢ HUMH CHCTEMa
BHYTPHKIIETOYHOTO TpaHcropra?

Ilens HAcTOsIET0 0030pa — 0OOOIUTE W MPOAHATIN3H-
poBaTh MMeromuecs AaHHble 1Mo Al' TapasUTHYECKHX Ipo-
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creifmux.! OCHOBHOMW 3amadel OBLIO TMPOJAEMOHCTPHUPOBATS,
KaK Mapa3suTU4ecKui o0pa3 KHU3HH OIpPENeNsIeT CTPYKTYyp-
Hble U (PYHKIMOHAIBHBIE OCOOCHHOCTH CHCTEM CEKPETOPHO-
TO TPaHCIOPTa B TAKUX HEPOJICTBEHHBIX (puc. 1, 6) rpymmax
npocrelmnx, kak Parabasalia (Trichomonas), Diplomonada
(Giardia) n Entamoebidae (Entamoeba), mapa3suTHICCKUX
Alveolata Tumma Apicomplexa (Toxoplasma u Plasmodium), a
taxxke Kinetoplastida (Trypanosoma w Leishmania), mo
CPaBHEHHIO C CEKPETOPHBIM TPAHCIIOPTOM B MOJEIbHBIX CH-
CTeMaX — KYJIbTYPaJbHBIX KJICTKAX MJICKOIMHTAIOLINX U
JIPOAOKEH.

CexpeTopHBIN TPAHCHOPT B KJETKAX JPOsKiKeil
U MUICKONUTAIUIUX, HCIOJIb3YIOIIMXCH KaK
MoOJeJIbHbIe CHCTeMBbI IS U3Yy4YeHHS
CEKPETOPHOI0 TPAHCIOPTA y 3YKAPHOT

OCHOBHBIC TIOJIOKEHHSI COBPEMEHHOH KOHIICTIIIUN CEK-
PETOpHOro TpaHCcopTa ObLIM pa3paboTaHbl Ha OCHOBAHUH
N3yYeHUsI KIETOK MJICKOTIUTAIOIINX, MOMAI0IINXCS KYIbTH-
BHUPOBAHMIO U TpaHCc(EKInH, U Ipoxkeit Saccharomyces ce-
revisiae, Ha KOTOPBIX TMOJYYEHO OOJBIIOE KOJIMUYECTBO MY-
TaHTOB, XapaKTEPU3YIOIINXCS HapyIICHHEM MU OJOKHPOB-
KON OT/EIBHBIX CTYNEHEH CeKPEeTOPHOIo IyTH.

Ha ocHOBaHMM MMMYHOJIOKaIM3aluU PE3UACHTHBIX Oe-
KOB B cronke Al BBLACISIIOT TPU OCHOBHBIX CyOKOMIIApT-
MeHTa (LMC, MEAMal M TPAHC) M JBAa MPOMEKYTOUHBIX —
OP-Tonpmxu npomexxytounsii kommapt™MenT (ERGIC) u
tpaHc-I'onpxu nmpomexytounsrit komnaptTMeHT (TGN).
VY npoxxeit AI' opraHn3zoBaH He B BHJE CTOMOK YIUIOIICH-
HBIX IIUCTEPH, KaK y MJICKOIUTAIONINX ¥ PACTCHUH, a B BUJE
TyOYJISIPHBIX KOMIIOHEHTOB, PACIpPECICHHBIX 110 BCEH LIUTO-
mnasme. [loaToMy uncno cyOKOMIapTMEHTOB B KIIETKE
JPO’KKEH HEBO3MOXKHO MPOAHAIN3UPOBATH UMMYHOIIUTOXH-
MHUYCCKHUMH METOJaMH U UMEIoIIasics nHpopMaius 0azupy-
eTcs Ha 9KCIEPUMEHTaX ¢ MyTaHTaMH.

Cekperupyemble B IIMTOIIa3ME HPOTEHUHBI TPAHCIIOIH-
pyIOTCs B miepexoBaThiii DP ¢ MOMOIIBIO CUTHATBLHOTO TeT-
THUJA, KOTOPBIM CBSI3BIBAETCSI C CUTHAJIBHOM yacTUUEH pac-
no3HaBanus (signal recognition particle) u pudocomoit (cm.
0030p: Simon, 1993). B npocsere OP cnenuduunas 3H1011-
porea3a yOMpaeT CHIHAJIbHBIM MENTHA, MOCJIE Yero TpaHc-
HOPTHUPYEMBIIl IPOTEUH POPMUPYET BTOPUUHYIO CTPYKTYDY,
opraHu3yeT Oucyiab(puIHBIE MOCTUKHU H B PSJIE CIy9IaeB MOJ-
Bepraercs N-riuko3uiauposanuto (Gaut, Hendershot, 1993).
benok (cargo) mokmmaetr OP B Be3ukynax, TyOylnax WU
WHBIX MEMOpaHHBIX NEpeHOCUnKax M mepexoaut B Al, rae
MIPOMCXOJUT €ro JajibHelas MoauduKanus, BKIOYaomas
B ceb0s O-rauKo3uIupoOBaHue, NATbHEHITUNA TPOIECCUHT
N-IIIMKO3WIMPOBAHHBIX YYaCTKOB, (pochoprmmpoBaHue, Cyiib-
(dbatupoBanue, pa3pe3aHue U COPTUPOBKY. Brixom uz DP
MIPOUCXOJUT WM KOHCTUTYTHUBHO, HIIH K€ YK€ Ha 3TOM yda-
CTKE UMEET MECTO LieJICHANpaBICHHAs COPTUPOBKA C ITOMO-
1610 HH(POPMAIINH, 3aJI0)KEHHOHM B TPAaHCHIOPTHPYEMOM Oeli-
ke (Rambourg et al., 1987).

1 VyureiBasi peBU3UH MAaKPOCHCTEMATHKH 3yKAPHOT MOCIICHHX JIET, CBSI-
3aHHBIE C NMPOTPECCOM MOJIEKYJIApHO# TakcoHomuu (Stechmann, Cava-
lier-Smith, 2003; Adl et al., 2005; Arisue et al., 2005), mox npocTeHIINME MBI
[OJPa3yMEBAEM OJHOKJICTOYHBIX 3yKapUOT, TPAJULHOHHO PACCMATPHBACMBIX
kak Protozoa (Levine et al., 1980), 3a uckio4YeHHEeM MUKPOCIOPHINI
(Microsporidia). Poxcteo nocnenuux ¢ rpudamu (Fungi) celfuac He BBI3BIBacT
COMHEHMI, TaK XK€ KaK 1 [TyOUHHbBIE Pa3IH4is MEK/Yy YHHKOHTaMH, BKITIOYar0-
UMY B ce0s JKUBOTHBIX M TPHOBL, U OMKOHTAMH, K KOTOPBIM OTHOCSITCSI pacTe-
HUs 1 00bIIMHCTBO rpynn npocreiimmx (Richards, Cavalier-Smith, 2005).

Tpu B3aUMOCBSI3aHHBIX KJIIOYEBBIX MpOIEcca JeKaT B
OCHOBE BHYTPHUKJICTOYHOTO TPAHCIIOPTA M HAXOIATCS B IICHT-
pe BHMMaHHs uccienoBateneit: 1) popmupoBanue TpaHc-
MOPTHBIX 3JIEMEHTOB — BE3WKYJ U TYOYJIOBU3UKYII, OTPaHH-
YCHHBIX MEMOpaHOW, HECylIell OKalMJICHHE B BHJC KOMII-
nekca koatomepHbiX potenHoB COPI u COPII, knatpuna u
Ip.; 2) CIAMSTHUE TPAHCIIOPTHBIX AJIEMEHTOB MEXKIY COOOM U ¢
MEMOpaHOW MUIIICHHU; 3) y3HABAHUC MUIICHHU HAIMPABICHHO-
To TpaHCIopTa. MeXaHU3MBI STUX MPOIECCOB pa3raiaHbl aa-
JICKO HE MOJHOCTHI0, HECMOTPSI Ha TO YTO UX OIHCAHUIO I10-
CBAIICHO OoJibiioe KosmyecTBo myOaukanuii (Kahn et al.,
1991; Sollner et al., 1993; Allan, 1995; Beh, Rose, 1995;
Cole, Lippincott-Schwartz, 1995; Conibear, Stevens, 1995;
Horazdovsky et al., 1995; Pelham, 1995; Salama, Shekman,
1995; Becker, Melkonian, 1996; Farquhar, Palade, 1998;
Klumperman, 2000; Lippincot-Schwartz, Zaal, 2000; Van
Vilet et al., 2003). Pe3ynbrarsl 5TuX paboT 00001ICHBI B Ha-
meM rnpeasiaymeM o63zope (Craurupesckas u ap., 2006).

Urak, Oenku (cargo) nociie nHTepHaIM3auuu B OP npo-
x0T uepe3 MmeMOpanHbie cucteMsl OP 1 A" 1 B KOHIIE KOH-
[[OB JIOCTHTAIOT KOHCYHOW IEJIH — IUIA3MaTHICCKOU MeMO-
paHbl, JTM30COMBI WJIM MHOTO KOMIapTMeHTa. Bo3BpalieHue
PE3UICHTHBIX OCIKOB B MCXOJHBIN KOMITAPTMEHT OCYIIECTB-
JIIeTCsl, CKOpee BCEro, B Be3WKyyax, okaiimiieHHbIx COPI,
Win TyOynoBe3uKyjax. B ocHOBe MexaHM3Ma, ITO3BOJISAIONIC-
ro MeMOpaHaMm, yYacTBYIOIIUM B CEKPCIUH, OTHOCHTEIHHO
obicTpo TpanchopmupoBaThesi (GOPMUPOBATH MOUKH, W3-
TUOBI, YTONIIEHUS U TIp.), JEKHT, MMO-BHIUMOMY, CBOHCTBO
TEKY4YeCTH JHUIMUIHOTO OUCIOs, B KOTOPOM IyTEM KOH-
LEHTPALMH OCIKOBBIX KOMIIOHCHTOB B OTBET Ha aJCKBATHBIC
CTUMYJIBI JIOKAJIBHO CO3JAIOTCS CTPYKTYPHO 000COOJICHHBIC
YYacTKH, padThl, XapaKTepU3yIOIIUeCs ONpPeAeICHHOW TOJI-
LIMHOM U XMMUYECKUM COCTaBOM. BeposiTHO, MUMEHHO OHM U
OTIPEICIIAIOT HanOoJiee BEITOIHYIO CTPYKTYPHYIO TpaHchop-
MaIlu MeMOpaHnHoro kommnaprMenta (CHUTHpPEBCKas U Ip.,
2000).

Ha ocHOBaHUM cX0JICTBa MEXaHU3MOB BHYTPUKICTOYHO-
IO CEKPETOPHOI'0 TPAHCIIOPTA B KJIETKAX JIPOXIKEH U MIICKO-
MUTAIOMKUX OBUT CIIETaH BBIBOA O KOHCEPBATHBHOCTH OOJIb-
IIMHCTBAa KOMIIOHCHTOB TPAHCIIOPTHBIX CHCTEM, TaK KaK OHU
MPUCYTCTBYIOT «from yeasts to men» (Rothblatt et al., 1994;
Horazdovsky et al., 1995). OnHako Takoe CXOACTBO HEYIH-
BUTEJIBHO, TaK KaK MJICKOMHTAIOUINE M TPHUOBI OTHOCSTCS K
«KpOHE» (PIIOTEHETHYECKOTO APeBa dYKapHOT U IPEACTaB-
JSIOT c000# cecTpuHCKKE rpymnmsl (puc. 1), KOTopble B 110-
CIIEIHUX KJIacCUPUKALMIX DYKapHOT OObEJAMHEHBI B OJUH
cyneprakcoH Opisthoconta (Adl et al., 2005).

CywecTByomue runore3bl 3BOJIOLHH
IHI0MEeMOPAHHBIX CHCTEM

IlosiBiieHHE 3YKapUOTUUECKOMN KIETKH paccMaTpUBAETCS
KaK HamOoJjiee paJMKalbHBIA U 3araJodHbld arroMopdo3 3a
BCIO HCTOPHIO JKM3HHM Ha 3eMJie, HaCUHMTHIBAIOIIYIO OoJiee
3.5 MJIp/ JIeT, HECMOTPS Ha TO YTO B IMOCIIE/IHEE JCCATUICTHE
TCHETUYCCKUMHU METOJIaMU ObLia BBISBICHA 3HAYUTCIIbHAS
TOMOJIOTHSI PsiZia KIIIOYEBBIX OEJKOB y MpeICTaBUTENeH Cy-
neprakcoHoB Bacteria, Archea u Eukarya (Dacks, Doolittle,
2001). B nuteparype npejiaraercs HECKOJIbKO BO3MOMKHBIX
CIICHAPHEB MTPOUCXOXKACHUS M paHHEH HBOJIOIHMU dYKAPHO-
tryeckoit kietku (Woese, Fox, 1977; De Duve, 1990; Cava-
lier-Smith, 1991, 2002; Patterson, 1994; Cavalier-Smith,
Chao, 1996; Fedorov, Hartman, 2004). Bce o mpu3HaioT
OOIIHOCTh MPOMCXOXKJICHHS MTPOKAPUOTHYECKON U dYKapHO-
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Puc. 2. 'umoreTndeckas cxema 3TaIllOB 3BOJIIOIHUH JHIOMEMOpaH-
HeIX cucteM (mo: Becker, Melkonian, 1996).

k

A — mna3Matndeckas MeMOpana (PM) npokaproT cocTout u3 $pocdomumnu-
JI0B, KOJIBIIEBAsi XpPOMOCOMA IPUKpeIuIeHa kK Heil. b — yuactok PM, npumsika-
IOIIMIT K XPOMOCOME, MOTpy»KaeTcs B IUTOILIAa3My, okpyxas 1apo (N) n dop-
MUpYys dHAoIIazMarndeckuii petukynym (ER). B — npoucxoaut pazobue-
Hue mexay PM u ER: peunkimpoBaHue OeNKOBBIX KOMIIOHEHTOB OCY-
IIECTBIIACTCS B BE3UKYJIaX, BOBMOXKHO C KIATPHHOBEIM OKaiiminennem; PM co-
cTOUT U3 (HocHOIHITHIOB U HE3HAYUTEIBHOTO KOJINYECTBA CTEPOJIOB H IIIMKO-
JUIU0B. [ — ONONHUTEIbHAS CHCTeMa MeMOpaH BcTpauBaeTcs Mexny ER u
PM; PM cocrout u3 GpochonunumaoB 1 3HAYNTEITEHOTO KOJINYECTBA CTHPOIIOB
U TTIHKOJIHITHIOB.

TUYECKOHN KJIETOK, OCHOBBIBAsCH HAa HAJIWYUU (yHIaMEH-
TAJILHOTO CXOJICTBA UX MOpQoioruu u ¢puznonoruu. OHAKO
MEXY TPO- ¥ IyKApUOTHYECKOM KIETKAMU UMEIOTCS Ceph-
€3HBIC Pa3IMYMs, BBIPAXKAIOIIUECS, B YAaCTHOCTH, B Pa3HOU
OpraHu3alMy KJIETOYHBIX MeMOpaH. CoriiacHO OJHOW U3 T'H-
O0Te3, SYKAPHOTHI MPOM3OILIN OT TPYMIEI dyOaKkTepuil (aK-
THHOOAKTEPHii), CTIOCOOHBIX MMPOU3BOIUTE CTEpOIIbl. Hanbo-
Jiee CyIIECTBEHHOE 3HAUYCHUE B HBOJIIOLUHU MIPEAKOBOM KIIET-
KM MMeNa mpejnojaraeMas TpaHcpopManus KIETOUHOU
CTeHKH OakTepuil. B pesynbrare 3amerienus syoakTepraib-
HOT'O MENTHIOMINKaHa MyperuHa N -CBsI3aHHBIM [IIMKONPOTE-
WHOM cOopMHpOBaNIach THOKas MOBEPXHOCTHAs 000JOYKa,
KOTOpas cliesajia BO3MOXKHBIM BOSHUKHOBEHHE (haronurosa.
HNmeHHo criocoOHOCTh K GaroTpoduu, BEPOSITHO, U OIMpe/ie-
JHJIa BCIO JTAJIBHEHIITYIO 3BOIONUIO KJIETKH 3YKapHoT: (op-
MHUPOBaHUE JYKapUOTHYECKOTO SiApa, Pa3BUTHUE DHIOMEMO-
PaHHOM CHCTEMBI, IUTOCKEINIETa, MOSBICHHE MHUTOXOHIPUH,
MIPE/IIECTBEHHUKAMH KOTOPBIX, BO3MOXKHO, OBLIM CHMOHO-
tnyeckue 6akrepun (Cavalier-Smith, 2002; Hartman, Fedo-
rov, 2002).

VY npokapuoT KoJblieBas XpOMOCOMa KPENUTCs K Ija3-
MaJeMME U CHHTE3 MEMOpPaHHbBIX O€JIKOB M JIUMHUO0B CBsI3aH
HCKIFOYUTEIBHO C TUIa3MaTudecko memOpanoi (IIM).
B knerke sykapuot I[IM BeinonHsier unble GyHKmu, a pudo-
COMBI M IIPOIECCHl CHHTE3a aCCOIMNUPOBAHBI ¢ MEMOpaHaMH
OP u sipepHoit o6osoukn kak yactu IP. [IM u memOpana OP
JYKapUOTHOW KJIETKM HUMEIOT PAa3IUYHBIA OCITKOBBIA W JIH-
MUIHBIA COCTaB: IUIa3MaJeMMa oOoramieHa CTepojamMHu H
TJIMKOJIMITMAMH, B TO BpeMs Kak mMeMmOpana DP, xak u [IM
9y0aKTepuii, COCTOUT B OCHOBHOM M3 (hochonumuaos (Van
Meer, 1989). Hapsimy ¢ TeM 9TO 3TH pa3id4us CBS3aHBI
¢ (DYHKUMOHAJIBHBIMU aJanTalUsIMU KIETOK, OHU TaKXKe MO-
TYT OTpa)kaTh MPOLECCHl HBOJIONUKM CHUCTEMBI BHYTPHKIIE-

TOYHBIX MeMOpaH (AHIOMEMOpaH), MPUBEIIITHE K BOSHHUKHO-
BeHuto Al

PaccmoTpuMm cuenapuii BO3BHUKHOBEHHUS TaKOM CHUCTEMBI
(puc. 2), npennoxxenusiii bakepom n Menkonsaom (Becker,
Melconian, 1996). OTu aBTOpHI IpeJIaraloT JBYCTYIICHYA-
TYIO MOJIEJIb DBOJIIOLMU HAOMEMOpaHHbIX cucteM. [lo mx
MHEHUIO, IPOU3O0IILIO pa3ieIeHne IBYX MEMOPaHHBIX TOME-
HOB — SIM/OP u IIM, koTopoe morpeboBago pa3BUTHS Iie-
PEXOIHOM cucTeMbl MeMOpaH JjIsl TpaHCTIOpTa OEITKOB | JIH-
muIoB oT MecTta ux cuHTte3a k I[IM. Ilepenoc psma ¢yHk-
nuii ot [IM snmoMeMOpaHaM CrocoOCTBOBa OBICTPOU U
ycnemHo# agantanuy [IM K BEITIOTHEHHIO HOBBIX (DYHKIIHH,
B YaCTHOCTH 9H/I0- U DK30IMTO3a. TOIUYKOM K SBOJIIOLIUH JH-
JIOMEMOpaHHBIX CHCTEM MPU3HACTCS BO3HUKHOBEHHE MeXa-
HU3Ma BO3BpaTa PE3UACHTHBIX OCIKOB, OCYIIECTBISEMOTO C
MIOMOIIBIO PELUKIMPOBAHUS OCIKOBBIX KOMIIOHEHTOB MEXK-
Iy IBYMs COCEIHMMH KoMmapTMeHTamu. OIHAaKO BE3HKY-
JISIPHBIN TPAHCIIOPT HE B COCTOSIHHH 00CCIICUYUTh HAOI01ae-
MYIO BO BCEX M3YUYCHHBIX 3yKapUOTHYECKUX KIIETKaX OMOXH-
MHYECKYIO YHUKAITBHOCTD ABYX MEMOPaHHBIX cCUCTEM. MexX Iy
OP u IIM BO3HHMKaeT JONOJHUTEIbHBIN CIIELHATU3UPOBAH-
HbII KoMnapTMeHT — A, ojiHa U3 nepBUYHBIX HYHKIUH KO-
TOPOTO — CIOCOOCTBOBAThH MOMICPKAHUIO PA3IUYHOTO JIH-
nuaHoro coctaBa MemOpan DP u I[IM. [TocTosHHBINA TUTTUI-
HbIM cocTaB [IM moanepkuBaeTcst 3a CUET HK30LMTO3a
n(wm) sagonmrosa (Van Meer, 1989; Bretscher, Munro,
1993; Allan, Kallen 1994). [Tpoxons uepe3 Al', aunuast mo-
IU(GUIIPYIOTCS ¢ TMOMOIIBI0 criennpuaeckux (HepMeHTOB,
SBIISTIOIINXCST PE3UACHTHBIME Oeiakamu MeMOpaH I'osibmku.
Tak, MoKa3aHo, YTO COOTHOIICHNUE MEKAY (ochaTuIHINHO-
3uToNoM u (PochaTHAMIKOIUHOM BO BHEIIHEH MemOpaHe
nuctepH Al perynupyercs ¢ momounisio 6enka Secl4 — mu-
TO30JIEHOTO IepeHocunka GocharuammunosuTona (Bangs et
al., 1985, 1986; Ohashi et al., 1995). Kpome Toro, ARF ctu-
myJaupyet ocdonumnazy D, kotopas ruaposausyet pocdaru-
JUIXOIMH U TOXKE MOKET CIOCOOCTBOBAaTH M3MEHEHUIO JIH-
MUIHOTO cocTaBa sHpoMeMOpan (Boman, Kahn, 1995; Ktis-
takis et al., 1995).

CymecTBYIOMUE MOJCIH 3BOJIOIMUHA dHIOMEMOpaH
MPEIIoNIaraloT MOCIe0BaTEbHYIO ABOJIONNIO TPAHCIIOPT-
HBIX mepeHocunkoB — Be3ukysa (De Duve, 1990; Cavali-
er-Smith, 1991) nim TyOymsipubIx cerelt (Beznoussenko, Mi-
ronov, 2002). Haubosiee BEpOsATHO, YTO BCE THUIIBI OKaiiM-
JICHHBIX TPAHCIOPTHBIX BE3WKYJI IBONIONHOHHPOBAIHA OT
obmero mpenka. [TokazaHo, YTO KOMIIOHEHTaMHU OEIIKOBBIX
komiuiekcoB COPI u knarpuna siBisirorest 6eta-COP u Ge-
Ta-aganTtuH, a Taxke ramma-COP u AP17/AP19 — romouto-
ruunbie 6enku (Duden et al., 1991; Serafini et al., 1991; Sa-
lama, Schekman, 1995). Cesa3psiBaHHEe KaK KOaTOMEPHBIX
OenkoB, Tak W KOMIIOHEeHTa kiatpuHa AP1 omocpemoano
B3aumojeiictuem ¢ ARF (Stamnes, Rothman, 1993; Traub
et al., 1993). Kpome Toro, curnanpubiii MmotuB KKXX, ot-
BETCTBEHHBIH 3a BO3BpAILICHNE PE3HUJCHTHBIX OenkoB B DOP,
POJICTBEH TUPO3WH-MOTHBY, Bo3Bpariaroniemy oenku k [IM
npu suponuTo3e (Itin et al., 1995; Mallabiabarrena et al.,
1995). Takum obpa3omM, MexaHNU3MbI (POPMHUPOBAHUS TPAHC-
MTOPTHBIX BE3WKYJ KaK C KJIATPUHOBBIM OKalMIIGHHEM, TaK U
oneteix koatoMepHbiMu OenkamMu COPI u COPII cxoqHbr —
nepej MpUCOCTUHEHUEM OCJIKOB OKalMIICHUs] K MeMOpaHe
aktuBupytoTcss ARF-momo6upie 6enku, cBs3anHbie ¢ ['TO
(Salama, Schekman, 1995). Orpannuennas pons COPI B
xu3HeobecneueHnu apoxokeit (Salama, Schekman, 1995), a
TaK)Ke OTCYTCTBHE Y HEKOTOPBIX MPOTHUCTOB CTPYKTYPHBIX
6enkoB ["01bKN, OTBETCTBEHHBIX 32 (JOPMHUPOBAHHUE CTOIIOK
nuctepH (Seemann et al., 2002), Tuna mxuantuHa 1 GM 130
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(Katinka et al., 2001) MOTyT CBHIETEIHCTBOBATH O TOM, UTO
MPOTOTHIIOM [ 0B/ IKM MOTJIa OBITH TyOyJsipHAst CeTb, Ojie-
tas «poto-COPI» u «mpoto-COPII». B 3TOM ciydae ogHO
W3 HAMpPAaBICHHUHA HBOJIONUU [OJBIKH MOIIIO BKIIOYATh B
ceOsl MosIBJIIEHUE CTPYKTYPHBIX OEIIKOB U 00JIee MHTEHCHBHOE
WCIOJIb30BaHUE OKAWMIICHUS JJIsi COPTHPOBKH Kapro u ¢ep-
MeHToB ['ompmxu (Beznoussenko, Mironov, 2002). Bmpo-
YeM, CTOJIb JK€ BEPOSTHO HPEAINOJIOKUTh, YTO B HEKOTOPBIX
rpymnax 3yKapuoT 9BOJIIOIMS 1IU1a B HAIIPABICHUHU Tpeodpa-
30BaHMSI CTOIOK YIUIOIIEHHBIX IUCTEPH B TYOYJISIpHBIC CETH,
YTO NPUBEJIO K [IOCTEIIEHHON YTpaTe HEKOTOPBIX CTPYKTYP-
HEIX OenkoB (scaffold proteins).

Kak TonbpKko KoMIIIeKe MeMOpaH, TPOMEKYTOYHBIX MEX-
ny OP u IIM, Obut chopMupoBaH, MPEIKH COBPEMEHHBIX
MIPOTHCTOB B COOTBETCTBUH CO CBOMMHU DKOJOTMYECKUMU 10~
TPeOHOCTSIMU CPOPMHUPOBAIIH, TO-BUIUMOMY, TO pa3HOOOpa-
3ue Mopdomormuecknx tumnoB Al', koTopoe HabIIOHaETCSA B
HaCTOsIIee BpeMsl.

Opranu3zamnusi CeKpeTOPHOro TPaHCIOPTA
B Pa3jIMYHBIX CHCTEMATHYECKHX IpyHmax
napa3’uTHYEeCKUX MPOTHCTOB

Annapar Tonsaxu (Al) u ero poas y npen-
ctaBuTene tTunma Parabasalia (Ha mpumepe
Trichomonada). )Xryrukonocus! Tuna Parabasalia u3se-
CTHBI IJIABHBIM 00pa3oM KakK IMOJOCTHbIE Mapa3uThl HACEKO-
MBIX U MiIekonuTaronmx. OcHoBHas nHOpManus 00 UX ITH-
TOJIOTMH, OMOXMMUHU W KJIIETOYHOH OHMOJIOTHH IOJydeHa Ha
OCHOBAaHUH M3YYCHMS ABYX INpeacTaBUTeNel kiacca Tricho-
monada — Tritrichomonas foetus n T. vaginalis, mapa3uTu-
PYIOIIMX B YPOTCHUTAIBHOM TPaKTEe KPYIHOTO POraToro
CKOTa U 4ejoBeKa. TPUXOMOHABI ABISIOTCS 00BEKTOM TIPH-
CTaJIbHOI'O BHUMAaHMUS KJICTOYHBIX OMOJIOTOB, BO-TIEPBEIX, MO
NpPUYKMHE HAMYUS B UX KIETKaX T'MIPOTeHOCOM, OpraHelll,
MPOAYIHPYIOMUX YHEPTHIO aHAIPOOHBIM CIOCOOOM W pac-
CMaTPHUBAIOMINXCS KaK IBOJIOIMOHHBIC NPEAIICCTBEHHUKH
mutoxoHapui (Andersson, Kurland , 1999), u, Bo-BTOpBIX,
KaK oJHA W3 HambOojee npeBHUX rpynn mpotuctoB (Cavali-
er-Smith, Chao, 1996; Keeling et al., 2000). A" TpuxomoHan
3aHUMAET 3HAYUTENIbHBIN 00bEM B KIETKE, COCTOUT U3 XOPO-
110 BBIPAXKEHHBIX 8—12 HUCTEpH, PacIOI0KECHHBIX BOIH3H
aapa U JuGQepeHInpOBaHHBIX Ha YEThIpeX KJIaCCHYECKUX
cyOKoMmapTMeHTa (LHC, MPOMEXYTOYHBIH, TPAaHC H CETh
tpanc-I'onpkn). Lluc-nucrepHa coequHeHa ¢ napadasalib-
HBIM (PUITAMEHTOM M HaXOAWTCA B HETOCPEICTBEHHOU OnH-
30CTH OT SHAOIUIa3MaTHUecKoro petukymyma (OP) (Benchi-
mol et al., 2001). A" BMmecTe ¢ napaba3aibHbIM QHUIAMEHTOM
o0pasyeT Tak Ha3plBaeMoe napaba3aabHOE TEJI0 — OpraHe-
Ty, HAJIMYHE KOTOPOH ONpeaesnseT NPHHAIIC)KHOCTD KIyTH-
koHocna k Parabasalia. OcHoBHO# QyHKkumeir Al sBisiercs
TJINKO3WJINPOBAHNUE aJT€3MHOB — TOBEPXHOCTHBIX OCIKOB,
OTIPENISIISIONINX a/INe3HI0 Iapa3UTOB K IIOBEPXHOCTH KIIETOK
SMUTENHSI ¥ COOTBETCTBEHHO MAaTOI€HHOCTh TPUXOMOHA]
(Benchimol et al., 2001). C moMoIIbr0 TpeXMEPHOI PEKOHCT-
PYKIHHU CEPUHHBIX CPE30B M MPUMEHEHHsI IMMYHO(ITyopec-
LIEHTHBIX MapKepOB OBLIO MPOAEMOHCTPUPOBAHO, YTO B OT-
anuue oT MiekonuTaomux Al TpuxoMoHaa He pacnafaeTcs
BO BpEMsI MHTO3a M HEUYBCTBHUTEJICH K JICHCTBUIO HOKO/1a30-
J1a U IPYyTUX aHTUTYOYIMHOBBIX ar€HTOB, XOTSI TYOYJIMHOBBIE
KOMIIOHEHTHI M OBIIIM BBISBJICHBI C TIOMOIIBI0O HIMMYHOQITYO-
pecuennuu. [Ipeanonaraercsi, 4To y TPUXOMOHA] BO B3au-
MozericTBusx ¢ Al MoryT OBITE 3a€ICTBOBAHBI APYTHE M30-
¢dopmbl TyOynrHa M(WINM) aCCOMMPOBAHHBIX C TYOYJIMHOM

6enkoB (Benchimol et al., 2001). JIroO0mBITHO, YTO HEMO-
CPEICTBEHHO Iepen MHTO30M Al pacTsrmBaercs, a 3aTeM
Ka)K1asi UCTEepHA IOCJIC0BATEIBHO JICIHUTCS TIOCEPEIUHE
Ha JIBE MOJIOBUHBI. DTOT MPOIIECC HAUMHACTCS C TOBEPXHOCT-
HBIX (TpaHC) LUCTEPH M 3aKaHYMBaeTcs Hanbosee riryOuH-
HOHM 1UC-IUCTEpHOU. bblIo nokasaHo, 4to KoMmIuieke I'oib-
JUKH, Tapa0a3anbHbelii (GUIIAMEHT, JKI'YTHK BMECTe ¢ Oa3aib-
HeiMu Tenamu, [JOMT u akcocTWiib periuuupyrOTCs: OQHO-
BPEMEHHO C SIIEPHBIM ['€HOMOM IIEpPEl MHUTO30M, & 3aTEM B
(haze 3aKpBITOrO0 MUTO3a cerperupyrorcs. Takum obpaszom, y
TPUXOMOHAJ OPTaHeIlIbl, CBSI3aHHBIE C KJIIETOYHBIM LIUTOCKE-
JeToM, B TOM uncie u Al', IymmunupyroTcst BMECTe ¢ [IUTO-
CKEJIETHBIMH 3JIEMEHTAMU U CIIEIYIOT 33 STUMH dJIEMECHTaMH,
MUTPHPYS, YIUIMHSSCh M PACXO/SICh B JIOUEPHHUE KIIETKU BO
Bpems mutosa (Ribeiro et al., 2000). AHanOrHYHBIA Xapak-
Tep noBeneHust A" ipu MUTO3€ OBUT IPOJIEMOHCTPUPOBAH Y
3outoB Toxoplasma gondii (Pelletier et al., 2002).

Opranuzanus BHYTPHUKIETOYHOTO CEKPETOP-
HOro TpaHcnopTta B kieTkax Diplomonada Ha
npumMepe npencrtaButeneit poxa Giardia. dumio-
MOHAa I, BKJIIouas mnpexacrasureneid pona Giardia, OTHOCAT K
Haubosiee QpeBHEH BeTBH dykapuoT (Sogin et al., 1989; Has-
himoto et al., 1994, 1998). B cBoe BpeMs oHH Jake paccMaT-
pUBAJINCH KAk Hejpocraromiee 3BeHO (missing link) mexnmy
mpo- u sykapuoramu (Kabnick, Peattie, 1991). IIpencrasu-
Tenu rpynnsl — nsaMonuu Giardia liamblia, G. muris u
G. intestinalis — TUPOKO PacHpOCTPAHCHHBIC MaPa3UThI,
BO30OYyAUTENN KHUIIEYHBIX MH(QEKIUI YeloBeKa W JPYTuX
MJIEKONUTAIONINX. JIpeBHOCTH MPOMCXOXKACHUS, MpaKTHUe-
CKO€ 3HAUeHHE M OTHOCHTEJIbHAsl MPOCTOTA KYJIbTHBHPOBA-
HUS CIIeNaiy JIAMOJIUI MOAEIBHBIM OOBEKTOM KJIETOYHOM
6uosiornu. B wacTHocTH, cepust OIECTAIMNX B METOJUUECKOM
OTHOIIIEHNHU PabOT MOCBSAIIEHA OPTaHU3aANNA HEOOBIYHOM CH-
CTeMbI BHyTPUMEMOPAHHOTO TPAHCIIOPTA 3TUX MIPOTHCTOB (B
KauecTBe 0030poB cM.: Lujan et al., 1995a, 1995b, 1995c;
Lujan, Touz, 2003; Marti et al., 2003a, 2003b).

B ’k1M3HEHHOM LUKJIE JIAMOJINI YETKO pa3rpaHudCHBI 1BE
(hazbr: KryTukoBas hopma — BereTaTuBHbIN TPO(HO30UT, KO-
JIOHU3UPYIOIUH BEPXHIOI 30HY TOHKOT'O KHIIEYHHKA MIle-
KOTMTAIOMINX, U INCTa — MH(EKIUOHHAS CTaJusl, IpeIHa3-
HaueHHas AJIsl BDEMEHHOTO TIEPEKUBAHNS BO BHEIIHEH cpesie
1 GOPMHUPYIOIIASCS B PE3yJIbTaTe WHIMCTUPOBAHUS TPodo-
3outa. L{ucra Okpy’KeHa TOJCTOM KJIETOYHOM CTEHKOU, CO-
cTosmIelt u3 monucaxapuaoB u 6emkoB. [lapaszuter pona Gi-
ardia na ctaguu Tpoh030MTOB 00JIaIAI0T OUYEHB TPOCTOH CH-
CTeMOH SHJOMEMOpaH, COCTOSIIEH U3 SASPHOU O00O0JIOUKH,
OP u 3HI0COMHO-IM30COMHOTO KOMITAPTMEHTa (nepudepu-
YEeCKHUX TpaHyll, coJepkalmx Kucible gocdaraspr) (Adam,
2001; Elmendorf et al., 2003). Tpodo3outs xuapauii He
MUMEIOT MUTOXOHJIPHH, TIEPOKCUCOM, CEKPETOPHBIX I'PaHYI, a
Takxke Mopdosorundecku BeipakeHHoro A (Adam, 2001).
B To e Bpems psm SKCIEPUMEHTAIBHBIX IAHHBIX CBHJIE-
TEJIBCTBYET B MOJIB3Y TOTO, YTO B KJIETKaX TPO(O30UTOB IpH-
CYTCTBYET OpraHesia ¢ TUIHYHBIMH (QYHKIHMSIMHU [ OJIbIKH.
[Tokazano, uro Meuennblii NBD-nepamuyiom mMapkep I'osib-
JOKH OKpalIfBaeT MepHHYyKIeapHbIe CTPYKTYPBI B BETETaTHB-
HBIX W HHOUCTHUpYylomuxca tpodoszoutax (Lujan et al.,
1995a). Beutn BEISBICHBI T€HBI IBYX TOMOJIOTOB CHHTAKCH-
HOB (cemeiicTBa SNARE), CBSI3aHHBIX C BE3UKYISPHBIM
Tpancnoptom OenkoB uepe3 Al (Dacks, Doolittle, 2002).
BOnm3u sipa BereTaTUBHBIX M HHIMCTHPYIOMIUXCS TPOo(h0o30-
WATOB ObLIM JIOKanu3oBaHbl romojiord ARF. Benok rabl, or-
BETCTBEHHBIN 3a TOYHOCTH JOCTABKH BE3WKYIBI K MeMOpa-
He-MUIIEeHH, ObLT OIKCaH ¥ Jiokanu3oBaH B DP n nepudepu-
YeCKUX rpaHyiax. beuto mokaszano, uto mokanusanusg ARF u
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Puc. 3. JIBa He3aBUCHMBIX CEKPETOPHBIX MYTH B Tpodozoutax Giar-
dia intestinalis (mo: Marti et al., 2003b).
/ — KOHCTUTYTHBHAsl CEKPCLHs BapHaOeIbHBIX IOBEPXHOCTHBIX IPOTCHHOB
(VS), 2 — perynupyemas cexpenust Be3uky namuctuposanus (ESV). COPI,
COPII u clathrin — Oenku oxaiimieHust Be3ukysn, PM — masmarudeckas
meMmOpaHa, tER — nepexonHblil 3H0MIa3MaTHYECKUH PETUKYJIYM M 30HA
TPaHCHOPTHBIX ITy3bIPHKOB, OTIIHYpoBEIBatomuxcs oT ER, CW — crenka mu-
ctl, ESV — Besukyna unnuctuposanus, ESVi — nespenas ESV, ESVm —
3penast ESV, N — sapo, VSP — BapuaGenbHbIe TOBEPXHOCTHEIE CIIeLUpHIe-
ckue npoTenHbl. OOBSCHEHUS CM. B TEKCTE.

6enkoB-koaToMepoB (COPI u COPII) uyBcTBHTENRHA K Ope-
¢denpauay A (BDA), KOTOpEII OIOKHPYET CEKPENHIo, B3aH-
mozeicTByst ¢ ARF. I B BereraTuBHBIX, U B HHIIUCTUPYIO-
muxcst Tpodozontax obpaborka BDA OGmokmposana Gen-
KOBBIM TpaHCHOPT M NMPHBOAMIIA K pa3bopKe CTPYKTYD,
MeTsamuxcss NBD-nepamMuioM, 4TO JOKa3bIBACT HAJIMYMUE
¢ysknnonupytomero ['onbpkn 1axke B OTCYTCTBHE Xapak-
TepHoi cTpykTypsl (Lujan et al., 1995a; Lujan, Touz, 2003).
Cremyer OTMETHUTb, 4TO B TPO(O30UTAX Ha MO3AHUX CTATUSIX
WHIICTUPOBAHUS BO3HUKAET MOP(OIOTHIECKH O(hOpMIICH-
HbIN KoMIUTeKC ['onbaku, cocrosmmii u3 3—20 napanienb-
HBIX [IUCTEPH, X OTMEYAETCS 3HAYUTEIbHOE BO3pPACTAHNUE aK-
TUBHOCTH (pepMeHTOB Al', B 4aCTHOCTH TaJaKTO3WIJI TpaHC-
¢depaspl 1 N-anerunranakros3amuH Tpancdepassl (Lujan,
Touz, 2003).

[lepexox K MHIHMCTHPOBAHUIO BKIIOYAET B ceds cekpe-
LHI0 AKCTPALCIUTIONIIPHOIO0 MaTPHUKCA, OCHOBHBIM KOMIIO-
HEHTOM KOTOPOTO SBIISIIOTCS PACTBOPUMBIE OEIKH 000I0UKH
uuct (CWPs — cyst wall proteins). B Tpodozonrax masimo-
JIUH BBISIBIICHBI M 0XapaKTEePHU30BaHbI J[BA HE3aBUCUMBIX CEK-
peTopHBIX TyTH (puc. 3). MemOpaHo-CBSI3aHHbBIE KOHCTUTY-
THUBHO CEKpEeTHpyeMble OEIIKH, TaK Ha3bIBaeMble BapHaOellb-
HBle moBepxHOCTHBIe Oenkm (VSPs — variable surface
proteins), CIEAYIOT K IUIa3MaTH4ecKoi MemOpane. CuHTE3 U
9KCIIOPT OENKOB 000IOYKHU ITUCT KOHTPOJIHPYIOTCS BHYTPH-
KJICTOYHBIM TPUTTEPHBIM MEXaHU3MOM, 3aITyCKaIOTCs CIIEIN-
(bUYCCKUM CHUTHAJIOM U BKIIIOYAIOT B ceOsl (OpMUpOBaHUE
JIOTIOJTHUTEIBHOTO MEMOPAHHOT'0 KOMITAPTMEHTA, TaK Ha3bl-

BaeMbIX Be3WKyn uHImcTHpoBaHus (ESVs — encystations
specific vesicles). O6a ceKpeTOPHBIX MyTH GYHKIHOHUPYIOT
napajuiesbHo B TeueHue 15—20 4, moka uaeT mpolecc HH-
LUCTUPOBAHMS. BBISBICHBI M 0XapaKTepPH30BaHBI CUTHAJb-
HBIE IOCJIC0BATEIBLHOCTH, 00ECICUNBAIOIINE BKIIOYCHHE
6enka 00OJTOYKHM ITMCT B BE3UKYJIBl MHIHUCTUPOBAHHUS U
BKJIIOUEHHE MOCIECTHUX B KIETOUYHYIO CTEHKY, TaK XK€ KaK U
MeMOpaHHBIN IoMeH, o0ecrieunBaonuii csizpiBanue VSPs ¢
MeMOpaHaMH TPaHCIIOPTHBIX BE3UKYJISIPHBIX NEPEHOCUMKOB
(Hehl et al., 2000). C moMoOIIb0 COBPEMEHHBIX METOIUYC-
CKHX IIOAXOJIOB, TAKMX KaK HCIOJb30BAaHHE TPAHCTEHHBIX
JTVHAN KUapAni, MOJU(PHUIMPOBAHHBIX IO JIOKycaM, KOJIH-
PYIOLIMM CHTI'HAJIbHBIE MOCJIEJ0BATEILHOCTH, UMMYHOJIOKA-
JM3alKs KOATOMEPHBIX IPOTEHHOB, MPUMEHEHHE TeMIlepa-
TYpPHBIX OJIOKOB, MO3BOJISIIOIINX CHHXPOHU3UPOBATH CEKpe-
LUI0, U Ap., OBLIO MOKa3aHo, 4TO 00a IKCIOPTUPYEMBIX
Oenka BHE 3aBHCHMOCTH OT THIA CEKpeluH (KOHCTUTYTHB-
HOW WM pETyJIMpyeMOil) COPTHUPYIOTCS B COOTBETCTBHHU CO
CBOMMH CHUT'HAJILHBIMH IOCJIEIOBATEILHOCTSIMHU U YIIAKOBbI-
BAIOTCS. B MEMOpaHHbBIC TEPEHOCUYUKH, OACTHIE KOATOMEp-
HbIM OesikoM COPIIL. CopTHHT G€JIKOB HIMEET MECTO B CIIELHU-
ATM3UPOBAHHBIX (KIIEPEXOIHBIXY, transitional) yuactkax DOP,
PAacIIOIOKEHHBIX B 30HE SZIEPHON 000JI0UKH, KOTOPBIE MOTYT
paccMarpuBaThCs, TAKUM 00pa3oM, Kak INepexojHas 30Ha
OP—T onpmxu. Menkue my3bIpbKH C BapHaOEIbHBIMU IIO-
BEPXHOCTHBIMH O€JIKaM1 HaIPaBIISIIOTCS HEITOCPEJICTBEHHO K
iasMaTHuecKoii MmemoOpane. dopMHUpOBaHUE M CO3PEBAHUC
BE3MKYJI HHIIMCTUPOBAHNS BKIIOYAIOT B Ce0s POLECC TOMO-
THUITMYECKOTO CIUSHUS NEPBUYHBIX TPAHCIIOPTHBIX HHTEPME-
JIMAaTOB, COJEPIKALIMX KAPTO-IIPOTEHH — IPEALICCTBEHHUK
Oenka 000JOYKHM IHCTH, U 0Opa3oBaHUE OOJee KPYIMHBIX
KOMITAPTMEHTOB, TaK Ha3bIBAEMBIX PAHHUX BE3UKYJ MHIH-
CTHpOBaHUs. B mocineHNX NPOUCXOANUT CO3PEBAHUE CEKpe-
TUPYEMOTO IMPOTEHHA, & TAKXKE MMEET MECTO IOCTENeHHas
MouduKanys MeMOpaHHOH O0OJIOUKHM KOMIIapTMEHTa, CO-
npoBoxkaatortasicss COPII-3aBucuMBIM peTporpagHbIM TpaH-
CHOPTOM M PELHUKJINPOBAHUEM CUTHAIBHBIX TOCJIEI0BATEIb-
HocTteil. Ha KOHeuHBIX 3Tanax MHIUCTHUPOBAHUS «3pEJible
BE3UKYJIbI MHIIMCTHPOBAHUS) O/IEBAIOTCS KJIATPUHOBOM 000-
JIOYKOW M CTAHOBSITCS BOCHPUUMYHUBBIMHU K CHUTHAITY, 3aIlyc-
KalolIeMy MPOLECC PaclaJeHNsl BE3UKYJIbl Ha MEJIKHUE Ty3bl-
PBKH U CEKpEIUio MaTeprana o0onouku nuctsl (Marti et al.,
2003b). Takum oOpa3om, OBUIO MMOKa3aHO, YTO B TPO(HO30H-
Tax nIaMOnnit Be3ukysl nHIMcTHpoBanus (ESVs) npencras-
JSIOT cO00M KOMITAPTMEHT, OCYIECTBISTIOINI QyHKIu Al
[0 TPAHCIOPTY M MOIHU(PHUKAIUK OCIKOB 00OJIOYKH IIUCTHI.
ABTOpPBI IIPEAIIONAraoT, YTO TaKas CHUCTEMa COPTHPOBKH H
TPAaHCIOPTa NPOTEHHOB MEPBUYHA U MOJACIHPYET COCTOSHUE
KJIIETKH, IIEpe/l TeM Kak (pyHKIMKM COPTUPOBKU ObLIN TIepeia-
HBI CICIMATU3UPOBaHHON opranemte (Marti et al., 2003a).
B pamkax «mozmenu cospeBanusi nucrtepu» (Allan, Balch,
1999) Besukynsl nnmuctapoBanus (ESVs) Mmoxxao paccmar-
puBath Kak [ 0JbJUKH-TIOZOOHBIE IMCTEPHBI, ITPETEPIICBAO-
M€ MaTypalrOHHbIC H3MEHEHUS B X0/1€ )KU3HEHHOTO LIUKJIa
napasura.

CekpeTOpHBIH TpaHcHOpPT B Tpodo3ouTax
Entamoeba histolytica. JHTaMeOBI — elie OJlHA TPYII-
Ta MapasuTHIECKUX MPOTHCTOB, KOTOPYIO MPEXkK/IE OTHOCHIIN
K Tuny Archezoa B CBSI3U C OTCYTCTBHEM CTaHIAPTHOTO Ha-
6opa MeMOpaHHBIX OpPTaHEeIUI, TITABHBIX 00Pa30M MHTOXOHI-
puit u guktuocom AI. [axe wammume DP y E. histolytica
craBmiock oy comuenue (Ghosh et al., 1999). E. histolytica
MaTOTE€HHA /IS YEJIOBEKA. 3apakeHHE HAcTyNaeT HpHU Ipo-
TJIaTBIBAHUM IMCT, KOTOpPbIE, TONasasi B KUIICYHBIH TPakKT,
i hepeHIUPYIOTCS B TPO(O30UTHI U 3apaKaroT KUIICUHBIN
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SMUTENUH U JPyTUE OpTaHbl, HAIPUMEp MeueHb. MHorouuc-
JICHHBIE TJINKOTIPOTEHHBI, TIIMKOJIMIUABI U JICKTHHBI CeKpe-
TUPYIOTCS B KJIETKaX ame0 M BBIACISIOTCS Ha MOBEPXHOCTD,
perynupys aare3uBHbIC U MHBA3WBHBIC CBOWCTBA Mapas3uTa.
Kpome Toro, ameObl CHHTE3UPYIOT NMPOTEHHA3bl U JPYTHE
MOJIEKYJIbI, HEITOCPEICTBEHHO CBSI3aHHbBIE C BUPYJICHTHO-
CTBIO, @ TAK)KE€ XUTHHA3Y B IEpHOJ MHIMCTHpOoBaHus. Cekpe-
TOPHBIE ITyTH 3TUX BEIIECCTB M3YYaJIHCh B CBSI3H C BBISBJICHU-
eM (haKTOpOB MAaTOTEHHOCTH M TOHWCKOM OMOXMMHYECKHX
MUIIEHEH JUIsi MpUMEHEeHHs JiekapcTB. Kak BBIACHMIIOCH B
pe3yibTaTe UCCIEAOBAHUM NBYX IOCIEAHUX JIECSATHICTHH,
«TIPOCTast» KJIETOYHAS OPraHM3alUs aMeO CKPHIBAET TOHKHE
U CIOXHbIE ()yHKIMOHAJIBHbBIC NPUCIIOCOOJICHHSI K 00JInTaT-
HOMY mapasutuzmy. HecMoTpst Ha TO YTO OCTaeTcs MHOTO
HESICHOCTEH B BOIIPOCE O CTPYKTYPHOI OpTraHU3allMK TPaHC-
MopTa, HECOMHEHHO TO, YTO CEKpelHs OOJBIIMHCTBA MOJIe-
KyJI OCYIIECTBJIETCSI C MOMOIIBIO CTAHIAPTHBIX MEXaHU3-
MOB BE3MKYJISIPHOTO TpaHcropTa. KpymnHble Be3UKyIbl, pac-
NOJIOKEHHBIE BOJM3U sAApa M CBsI3aHHBIE MeMOpaHHOM
CeThI0, ObUTN MACHTH(UIINPOBAHKI Kak 9acTh Al Ha ocHOBa-
HUU MMMYHOJIOKAJIHM3alMU KOoaToMepHbIX OenkoB, ARF n
JPYTUX MOJICKYJI, Y4aCTBYIOLIMX B BE3UKYJISIPHOM TPaHCIIOP-
Te. C MOMOIIBI0 HU3KOTEMIIEpaTypHOH (pUKCAIUN U METOAA
3aMOpaKMBAaHUS—3aMEIICHUSI HEJIaBHO YJAJOCh BBISBUTD
HapsALy ¢ KPYIHBIMH BE3UKYJIaMH yIUIOUICHHBIC IIUCTEPHBI B
nuToIuIa3Me Tpoho30uTOB IHTAMEO, HanoMuHaroue I ob-
JUKU-IIMCTepHBI BhicinX dykapuot (Chavez-Munguia et al.,
2000). OP y saTamMeb opraHn30BaH B BHJEC BE3UKYJ MEHBIIIC-
ro pazmepa. CUTHaJIBHBIC ITOCIIEIOBATEIBHOCTH, HalpaBsi-
IOIINE CUHTE3UPyeMbIe OCJIKH B Pa3IMuHbIC KICTOYHBIE KOM-
mapT™MeHTH Tpodo3outoB (KDEL,N-TepMrHaTBHBINA CHTHAT
U JIp.), OKa3aJlMCh CXOAHBIMHM C CHTHAJBHBIMH IENTHIAMH
xietok maekonurtaromux (Ghosh et al., 1999). HenasHo yna-
JIOCh TI0Ka3aTh, YTO TPAHCIIOKAIMS CaXapoB M3 LUTOILIA3MBI
Tpodo3ouTa B mosiocth «IP-Be3ukym» u B monocth «Al'-Be-
3UKyI» (TA€ 3T caxapa y4JacTBYIOT B INIMKO3WJIMPOBAHHH
MIPOTEHHOB) OCYIIECTBIISICTCS C MIOMOIIBIO PA3IMYHBIX TJIH-
KO3WITpaHc(epas, aHAJTOTMYHO TOMY KakK 3TO MPOHCXOUT
y IpOXOKEH M MIIEKOMHUTAIONNX. ABTOPHI BIIEPBBIE HETIO-
CPEICTBEHHO IPOAEMOHCTPUPOBANM: 1) Hanuuue QyHKIMH
Tonbxu y Gpakiuu «KPYMHBIX BE3UKYID», 2) pas3lielieHue
GbyHKIUH rauKo3wHpoBaHus Mexay OP u ['onbIku-koM-
napTMEHTaMHU U 3) CXOACTBO XUMHUYECKOH CTPYKTYphI (ep-
MEHTOB-TPAHCIIOPTEPOB CaxapoB y SHTaMeO 1 BBICIIUX dyKa-
puot (Bredeston et al., 2005). Ctpykrypa AI' sHTamed, a
TaKXe TPAHCIIOPT OOJIBIIMHCTBA MOJIEKYJ, YyBCTBUTEIbHBI
Kk BOA, uyTo euie pa3 noka3bplBalOT CXOAHBIA MEXaHU3M CEK-
peunu y sHTamMed M KJIETOK MIIEKONHMTaromux. B To xe
BpEMsI CHHTE3 HEKOTOPBIX MPOTEHHA3 3HTaMe0, HHAYLHUpYe-
MBI BHEIIHUMH CTUMYJIAMH, OCYIIECTBIISIETCSI C TIOMOIIBIO
uHOro MexaHu3Ma u HeuyBcTBUTeNeH K BDA. Cexpenus Ta-
KHMX NPOTEHHA3 OblIa TECHO CBsI3aHA C COKPAICHHEM aKTO-
MHU3WHOBOTO KOpTHUKaIbHOTrO uTockenera (Manning-Cela et
al., 2003). OnyOnuKOBaHHAsE HEIABHO aHHOTAIMS T'€HOMa
E. histolytica BbIIBUIa HAJIMYKE BCEX OCHOBHBIX T'€HOB, OT-
BETCTBEHHBIX 32 BHYTPUKJIETOYHBIH TPAHCIOPT, MPOIECCUHT
1 CUHTE3 MPOTEMHOB CEKPETOPHOTO MyTH.

Annapat [0ABIXH M CHCTEMBI CEKpeTOpHO-
ro tpancnopra Apicomplexa. Opranusamus
BHYTPUKJIETOUYHOTO CEKPETOPHOIO0 TpaHCHOpPTa
B 30uTax Apicomplexa na npumepe Toxoplasma
gondii u Plasmodium falciparum. Tun Apicomple-
Xa COCTOMT UCKJIIOYUTEIHHO U3 OOINUTaTHBIX BHYTPUKIIETOU-
HBIX napa3uToB. Haubombliee X03sHICTBEHHOE 3HAYCHHE
B KAaueCTBE I1apa3UTOB YEJIOBEKA U JOMAIIHUX >KMBOTHBIX

nmeroT Koknuauu (kiaace Coccidia), B 9acTHOCTH IMpeacTa-
Butenn ponoB Toxoplasma, Plasmodium, Eimeria, Cryp-
tosporidium u Sarcocystis. Bce KOKIUIUA HUMEIOT MOI-
BIKHYIO PACCEIUTEIbHYIO CTaJNI0, Ha3bIBAEMYIO 30HTOM,
CIIy’)Kallylo Ul BHEJIPEHUS Mapasura B KIETKY XO35IMHA U
OBICTpPOrO B HEll pa3sMHOXKEHMs. BHyTpHuKIeTOUHAas OpraHH-
3anus 30MTOB MPAKTHUECKH HICHTUYHA Yy BCEX PO/IOB KOKIIHU-
muit. U3 Bcex Apicomplexa HambGonee ynoOHOW MOJENbIO
JUIS UCCIIEIOBAHMSI BHYTPUKJIETOUYHOTO TPAHCIOPTA OKa3a-
nack Toxoplasma gondii mno ciaenyrommM npuanHaM. [lapa-
3T JIETKO KYyJIBTHBHPYETCS N Vitro, pa3BUBasCh IpaKTHUe-
CKHM BO BCEX JIMHUAX KJIETOK MiekonuTaommx. Kpome toro,
30uThl 1. gondii cIOCOOHBI K BHEKJIETOYHOMY CYyIIIECTBOBA-
HUIO, TOCTATOYHO JUIUTCIBbHOMY JJId MPOBEACHUA CTaHAApT-
HBIX TECTOB 10 JTUHAMHUKE CEKPETOPHBIX IMpoIieccoB. Bua xo-
pOLIO M3Y4YEeH T'€HETHYECKH, T. €. B [ eHOaHKEe COmepKUTCS
nHpopMalus 0 OOJNBIIMHCTBE €ro TeHOoB. Takke pas3pabo-
TaHBl METOAMKH MaHUITYJINPOBaHHS HEOONBIIMM I10 pa3Me-
py (80 M0O) renomoM rarutonJHbIX 30uTOB (tachyzoites)
T. gondii, a UMeHHO: co31aHbl (Y PEKTHBHBIC CHCTEMBI
TpaHcpOpMann, MO3BOJSIONINE OJIOKUPOBATH OT/EIIbHBIC
T'CHBI, BBI3bIBATH HaHpaBJ’ICHHBlﬁ MYyTarc¢He3 1 UHAYIupoBaTh
9KCIPECCHIO0; CKOHCTPYHUPOBAHBI MHOT'OYHCICHHBIE MOJIEKY-
JSIpHBIE MapKepsl; mo1o0pansl MeTo bl Tpancdekun (Roos
et al., 1994; Striepen et al., 2002). YupTpacTpyKTypa 30UTOB
KOKIUAWKA TPEJCTaBIsSET COOOH B OINpPENCICHHOM CMBICIC
TUIUYHYI MOJEJb DYKapUOTHOMN KJIETKU: B KIIETKE IIPUCYT-
CTBYIOT OJIHO SIIPO, OJIHA MUTOXOHJIPHS, OHA PYIUMEHTap-
Has IJ1acTU/1a, KOMIIAKTHas ceTh DP, elMHCTBEHHAs! TUKTHO-
coma Al cocrosimas u3 1 (Boutsl Plasmodium) nnu 3—5
(3outsl Toxoplasma n Eimeria) HUCTEPH, N alTMKAIBHO pac-
MOJIOKEHHBIH KOMIUIEKC CEKPETOPHBIX opraHeit (Snigirevs-
kaya, 1969; Hager et al., 1999). Kak BugHO 13 MPUBEICHHOTO
HIDKE KpaTKoro 0030pa JIMTepaTyphl, CEKPETOPHBII amnmapar
T. gondii couetaet B ccOc YHHKAIbHBIC U KOHCCPBATHBHBIC
4epTHl CTPYKTYPH U GyHKIHH. HeoOprdalitHo yaoOHBIM IS
9KCHEPUMEHTAIBHOTO aHaJIi3a CeKpeTopHoro nyTH 7. gondii
oKa3allach CTpOTas MOJISIPU30BAHHOCTh KIIETKH Mapasura Ha
CTaJINH 30UTa, SBJISAIOMIASACS CICACTBHEM 0COOOT0 MEXaHM3-
ma pernkannu (Hager et al., 1999; Hu et al., 2001). Sapo
PAcIoNIOKEHO IEHTPAIbHO, Pa3/ienss KISTKy Ha JBE YacTH.
OP penyunpoBaH M pacroyiokKeH 3a sIPOM B 33JHEH YacTH
30UTa, NP ITOM siJiepHasi 000JI0YKa COCTABIISICT 3HAUYNTEIb-
HYyI0 YacTh Bcero oovema DP. Menkue okaiiMIICHHBIC MMy-
3BIPHKH OTIIOYKOBBIBAIOTCS OT IEpeJHEH 4acTH sIepHOU
000JI09KH W Hanpamisores: k komiuiekey ['onpmpku. C mo-
MOIIbI0 UMMYHOIUTOXUMHUYECKHX W T'€HETHYECKHX MapKe-
poB ObLIO mMoOKazaHo, yTo HDEL-moTuB, obecrneunBaromnimii
BO3BpAIlICHNE PE3UICHTHBIX OenkoB OP, mokammsyercs He-
MIOCPEICTBEHHO HaJl SIIPOM, a siiepHasi 000JI0UKA BBIITOJHSET
(GYyHKIUIO TPOMEXYTOYHOTO KOMIIApTMEHTa Mexay OP u
Tompmxu (Hager et al., 1999). [Ipu kaxxaoM mocieayronem
neneHun 30uta Al CHMMETPUYHO JENUTCS Ha JIBE MOJIOBHU-
HBI. Enarouapﬂ IMPOCTOTEC OpraHU3aAlMU MCXAaHU3M OCICHUA
opranesyisl B Toxoplasma ObUl TIIATEIBHO M3YYEH, a TONY-
YeHHBIC PE3YJIbTATHI JIaJdd BO3MOXKHOCTH MPEIIOJIOKHTD,
yto AI' yKapuoT B IIEIOM SBISETCS MAPHOW CTPYKTYpOH,
ananorugHoi neaTpuoisaM (Pelletier et al., 2002).
CopTupoBKa M TpaHCIOPT OEJIKOB HAa PaHHUX dTanax
cekpeTtopHoro myTd (u3 OP B ['oipKu 1 MKy IHCTEpHA-
MU ['0JbIKKM) B 3HAUUTENBHON CTENEHU OCYIIECTBIISIIOTCS C
MMOMOMIBIO KOHCEPBATHUBHBIX MEXAaHNU3MOB, AaHAJIOTUYHO TOMY
KaK 3TO MPOUCXOANUT B KJIETKaX MIICKOIHUTAIOUINX U IPOXK-
Kel. B aTux mporneccax y4acTBYIOT I'HJIpo(dOOHbIE MOTHUBEI
[UTOTUTA3MaTHYECKHUX JJOMEHOB Kapro u okaitmienust COPII,
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Puc. 4. Cxema, CyMMHPYIOIIAsi COBPEMCHHBIE MPEICTABICHUS O Ha-
MpaBJIeHUsIX TOCT-I 0JIbKKU-TPaHCIIOpTa OENKOB B 30UTax Apicom-
plexa (mo: Joiner, Roos, 2002).

Tpancmopt 6enkoB oT YHAOIIIa3MaTHIeckoro perukyiryMa (ER ) x anmapary
Tonbmxu (UGA) 1 MeX1y €ro [UCTEpHAMU OCYIIECTBIISETCS C TOMOIIBIO Be-
3uKyI1, oKaiiMieHHBIX koaTomepamu COPI u COPIL, u perynupyeTcst ManbIMu
I'T®asamu cemeiicTa Rab . PactBopumbie 6enku miotHbIx rpanyi (DG), ne
HECYILUE CUIHAIBHOM MocIe0BaTeIbHOCTH, HanpaBistores u3 Al B 1IN o
yMmoyanuio: 6enxu porntpuit (ROP) u mukponem (MN) TpaHCOPTHPYIOTCS
or Al uepe3 crenuanM3UPOBAHHBIH KOMIAPTMEHT-IIPEJIIECTBEHHUK
(ROP-CP), KOTOPBIii, BOBMOXKHO, CBSI3aH € 3HAOCOMaMU. /11 TpaHCIOPTUPOB-
KH pacTBOPUMBIX 6e1koB MN HE0OX0IMMO CBSI3bIBAHKE ITHX OSIIKOB C TPAHC-
MeMOpaHHBIMH 3CKOPTHBIMHU Oenkamu. benxu, HampaBisiomuecs B alHKOI-
nact, o6aanaoT NHo-KOHIIEBBIM JIOMEHOM, KOTOPBIH 00ecreurBaeT TpaHc-
MOPTHPOBKY Oesika cHadana B AL, a OTOM, IOCIIE OTIIEIUICHHS KOHIEBOM
10CJIE/I0BATEILHOCTH, B I10JI0CTh alIMKOIUIACTA, IPUUYEM Ha IOCIEHEM JTare
HCTIONB3YETCs TPAHCHOPTHBIN IENTH/I, TOMOJIOTHYHBII TAKOBOMY PACTEHHIA.
HenonstHO, caeaytoT au Bce cekpetupyemMbie B AI” Geky yepes anukoriact
WIH HET (vepHble npepuisucmole cmpenki). Takxke elne NpeacTONT BEIACHATH
HaIpaBJieHUue TPAHCIOPTA BEIECTB, IPOAYLUPYEMbIX B alIUKOILIACTE. DKCIIe-
PHMEHTAIBHO JOKa3aHHBIC HAIPABICHHS TPAHCIOPTA YKA3aHbl HenpepblgHbl-
Mu cmpenkamiy; THIOTeTHIeCKHe (MOATBeP)KACHHbIC JTHIIb KOCBEHHBIMHU 0~
Ka3aTeabCTBAMH) — npepuigucmbimu. CUTHAIBHBIE (AaKTOPHI, OIPENEIsio-
mue HaIpaBlICHUs TPAHCHOPTa OCNKOB K TOW MIH HHOW OpraHeie,
0003HaYCHBI YepHbIMU OYKEAMU HA cepoM ¢ore.

COPI-3aBucHMOE PCUUKINPOBAHUE PE3HUICHTHBIX OCIKOB,
oOpa3oBaHHe KOMIUIEKCOB ajanTuHOB U nap. (Ajioka et al.,
1998; Liendo et al., 2001; Stedman et al., 2003). Kak u
B KJETKaX MOJEJbHBIX CHCTEM, TPAHCIOPT OENKOB Yepes
Tompmxu T. gondii MHTHOUpPYETCS HU3KOW TEMIIepaTypoi,
B®A n uaruéuropom c60pkr MUKpOTpyOOUEK HOKO/1a30JI0M
(Stokkermans et al., 1996; Soldati et al., 1998). B my3sipb-
Kax, OTTIOYKOBBIBAIOIINXCSI OT JUCTAIBHBIX Y4aCTKOB TPAaHC-
LUCTepH, HaOmoaaercst kiaTpuHoBoe okaiimienue (Liendo
et al., 2001). MHoTHE TOBEPXHOCTHBIC aHTUTEHHI 1. gondii
UMEIOT KOHCEpBaTHBHBIN TpancMeMmOpanueiii GPI (rimko-
3unpochaTHININHO3UTONBHBIN) MOTHB, SIBJISIONIUICS CHI-
HAJIBHBIM /ISl BCTPAWBAHUSI B IUIA3MAaTHUYECKYI0 MEMOpaHy
(Karsten et al., 1998).

B 3ouTtax Apicomplexa nNpuCyTCTBYIOT TPHU THIIa CEKpe-
TOPHBIX OPTaHEJUI: IUIOTHBIC TPAHyJIBl, PABHOMEPHO pacmpe-
JIeJICHHBIC 110 [UTOIUIa3Me, allMKaJbHO PacHOJIOKEHHBIE
MUKPOHEMEI U ponrTpui (puc. 4). Mopdosnorndeckn u GpyHK-

[IMOHAJBHO INIOTHBIE TPaHyJIbl HAIIOMHUHAIOT 3pEJIble CeKpe-
TOpHBIC TPAHYJIBI B CEKPETOPHBIX KIETKAX MIIEKOIMHUTAIOIINX.
[Tpenmnonaraercsi, 4YT0 OHU TPAHCIIOPTHPYIOTCS B TApa3UTO-
(hopHYIO BaKkyosib, MOTUMHUIHPYS e MeMOpaHy U Coaep-
JKUMOoe. MeXaHU3MBbl, PEryJMpyIone CEKPEIHIo MIOTHBIX
rpaHyJl, HESICHbI, CUTHAJIbHBIC IOCIEI0BATEIILHOCTH, 00ec-
NEYMBAIOIINE COPTHPOBKY OENKOB IUIOTHBIX T'paHyl, He
nuaeHTuuuupoBanbl. Cekperys He 3aBUCHT OT KOHIIEHTpa-
nun Ca?*, IpennosaraeTcsi, YTo OHa OCYLIECTBIIACTCS KOH-
ctuTyTuBHBIM TiyTeM (Dubremetz et al., 1993; Joiner, Roos,
2002; Stedman et al., 2003). HenaBHo ObL1a MPOIEMOHCTPH-
posana ponb ['Tda3sr Rab 6 B peTporpagHom TpaHCTOpTE
6enkoB n3 IOTHEIX Tpanyn B A" (Stedman et al., 2003). Pa-
Hee ObUTO0 TmoKa3aHo, yTo 3Ta I'Tdasza yyacTByeT B pEIUKIH-
poBaHuU MeMOpaH ['0JbKU TpU GOPMHUPOBAHUE HIOCOM-
HBIX BE3UMKYJ Yy Apoxokel. IHTepecHo, uTo MyTanThl 7. gon-
dii ¢ HapymeHHoOH skcmpeccueir Rab 6 nemoHcTpupoBamm
HapymIeHUs IIMTOKMHE3a: BMECTO HJOJHOTeHUH Halroa-
Jlach HHIOMOJIMTEHUsS. DTO yKasbiBaeT Ha ydactue Rab 6 B
COTIpSDKCHUH MHTO3a M IuTOoKnHe3a (Stedman et al., 2003).
Pontpun OTIMYHBI OT BCEX THUIOB M3BECTHBIX CEKPETOPHBIX
rpaHy’, coderasi B cebe MPU3HAKK YHIOCOM U CEKPETOPHBIX
rpanyi. Cexpenusi ponTpuii IPOUCXOAUT B MOMEHT BHEpE-
HUSI Tapa3uTa B KIETKY X031MHA M 3aKaHYMBACTCS B TEUCHUE
15—29 c. [To 6GMOXMMHYECKUM MPU3HAKAM PONTPUU MOXKHO
OBLTO0 OBl OTHECTH K DHJOCOMHO-TH30COMHOMY KOMITAPTMEH-
Ty. VX conmepxumoe mojBepraercs anu1o(puKkanuy mogo0Ho0
COJICP)KUMOMY BTOPUYHBIX JM30cOM. W nedcTBUTENBHO, B
HUX BBISBISIIOTCS HEKOTOPBIC JIM30COMHBIE MapKepbl, THIIA
DAMP (3-[2,4-dinitroanilin]-3"-amino-N-methyldipropyla-
mine) (Shaw et al., 1998). MemOpaHbsl ponTpuid, TOJ00HO
MeMOpaHaM MyJIbTHBE3UKYJSIPHBIX TEJIel] U BTOPUYHBIX JIU-
30COM, 00OTaIIEHbI XOJIECTEPHHOM (COOTHOIICHNE XOJecTe-
pun—doconunuasl nopsinka 1.0 : 1.5) (Foussard et al.,
1991; Bishop, Woodmane, 2000). B mporiecce aencHust 301-
Ta OpraHeJuIbl — NPeIIEeCTBEHHUKH PONTPHI — 00pasyroTcs
de novo B goYepHUX KIIETKax cpasy Ioclie pa3aeieHns MaTe-
PHUHCKOI'O FOHBZI)KI/I, TMOCTCIICHHO CO3pE€Basd U YBCINYNBAACH
B pa3Mepax MmoJo0HO CeKpeTOpHBIM TpaHyiaMm (Soldati et al.,
1998). IlokazaHo, 4To B OeiKax PONTPHUH NMPHUCYTCTBYET
TpaHCMEMOpPaHHBIH TOMEH, KOTOPBIH B KJIETKaX MJIEKOIIHMTA-
IOMMX (YHKIMOHAIBHO CBSA3aH ¢ ()OPMHPOBAHUEM KIIATPH-
HoBbIX Besukyls (Hoppe, Joiner, 2000; Bradley, Boothroyd,
2001; Striepen et al., 2002). DkcriepuMeHTaIBFHO OBLIO TIOKA-
3aHO, YTO M3BSATHE WIH 3aMEHa 3TOTO JIOMEHA IpeI0TBpaIla-
et cospeBanue pontpuii (Bonifacino, Dell’ Angelica, 1999;
Hoppe, Joiner, 2000). B 3outax 7. gondii (BriepBsIe y mapa-
3UTHYECKUX ITPOTHCTOB) OBLIO MOJIYYEHO CBUJIETEIHCTBO Ha-
JUYHSA THPO3MH3aBUCHMOI'O MEXaHH3Ma COPTUPOBKH IPOTeE-
MHOB, YTO KOCBEHHO IOATBEP)KIAacT MO KpaiHel mepe 3Bo-
JIIOLIMOHHYIO CBSI3b PONTPUH C JIU30COMHO-3HIOCOMHOM
cuctemoii. OcHOBHas (GYHKITUS PONTPHI COCTOMT, TTO-BUIH-
MOMY, B MOAH(UKAIIMH MEMOpaHbl Tapa3uToopHOI BakKyo-
mu (IIB). BonbIIMHCTBO KOMIIOHEHTOB, BXOJAIINX B COCTaB
MemOpanbl [1B cpasy mociie BHeApeHUs 30HMTa, IPHHAIIC-
JKUT KJIETKE X03sMHa. benku, cekpeTupyembie IIIaBHBIM 00-
pa3oM pOnTpUsIMU, OBICTPO BCTpauBaroTcs B MeMOpany [1B u
cnenn(puIecKn U3MEHSIOT €€ CTPYKTYpy, Jenasi HeBO3MOXK-
HbIM ciusiHue [1B ¢ sngoMeMOpaHHBIMU CTPYKTYpPaMU KJIET-
ku xo3suHa (Sibley et al., 1985; Joiner et al., 1990; Mordue
et al., 1999).

[Tpennonaraercs, 4To (QYHKIHS MHUKPOHEM CBsi3aHa C
NPUKPEINICHHEM 30UTa K KJIETKEe XO35MHA, TaK Kak OeJKH,
coJlepiKalinecss B MaTpUKCE MHUKPOHEM, COAEpIKar MocJe-
JOBaTEIILHOCTH, OTBETCTBEHHBIC 3a alre3MBHBIC CBOMCTBA
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(Brecht et al., 2001; Striepen et al., 2001). Beisinena nenas
cepusl TaKMX OEJIKOB-aJAre3WHOB, B HACTOSIIEEC BPEMS HIET
AKTUBHOC M3YUYCHHEC UX BHYTPHUKICTOYHOI'O TpaHCOpTa MO-
JeKyIsIpHO-TeHeTHIecKuMu MeTomamu (Joiner, Roos, 2002).
Bbruto mokaszaHo, 4TO A TPAHCHOPTUPOBKU TAaKUX OEIIKOB
n3 AI' B MUKPOHEMBI pacTBOPUMBIN OeJ0K JoMKeH o0pa3o-
BaTh KOMILIEKC C MeMOpaHHBIM OeikoM (transmembrane es-
corting). Tak, TpancmeMmOpanubiii 6enok MIC6 oGpasyer
TPOWHON KOMIUIEKC C PACTBOPHMBIMH OEITKaMHU MUKPOHEM
MIC1 u MIC4, memOpaHHBIH «3CKOPTHEIH» mpoTenH MICS
obpasyer komiuiekc ¢ MIC3 (Meissner et al., 2002). MICS8
SIBIISICTCS 9CKOPTHBIM MTPOTEHHOM U JJIs1 OENKOB PONTPHH y
Plasmodium falciparum (Baldi et al., 2000). CoptupoBka
MUKPOHEM B CEKPETOPHOM IIyTH, TaK K€ Kak M pONTPUH,
M0-BUANMOMY, CBSI3aHA C THPO3MH3ABHCUMBIM MEXaHH3MOM
(Hoppe, Joiner, 2000), xoTss TpaHCcMeMOpaHHBIE JOMEHBI,
00yCJIOBIMBAIONINE TAKOW THII COPTUPOBKH, TIOKA HE BBISB-
JICHBI.

B xiieTke 30MTOB €CTh elle 0J{Ha OpraHelia, KoTopas Bo-
BJICUCHA B CEKPETOPHBII TPAaHCHOPT. DTO aNMKOIUIACT, pac-
CMaTpUBAaEMBbIll KaK «PEIMKTOBBIN XJIOPOILIACTY, OCTaBIINI-
Csl OT OJIHOKJICTOYHOI BOJOPOCIIH, B MPOIIJIOM — DHJOCUM-
o6uonTa kimetku Apicomplexa (Kohler et al., 1997). Ota
opraHeJuIa, OKpyKeHHas YeThIpbMsi MeMOpaHamu (MeMOpaHa
I1B, murazmaneMMa BOJOPOCIH U ABE MeMOpaHbI XJI0pOTLIac-
Ta), QYHKIMOHAIBFHO HE SIBJISCTCS PYANMEHTApPHOM, TaK Kak
UTpaeT BXKHYIO POJIb B JIUIHIHOM METa00JIM3Me KICTKH Ma-
pasura (Fichera, Roos, 1997; Roos et al., 1999; He et al.,
2001). Hecmotpst Ha TO 4TO XJOporuiact oOnagaer cober-
BEHHBIM T'€HOMOM (00BbeMoM Bcero B 35 k0), GOIBIIMHCTBO
OCIIKOB 3TOW OpraHeuIbl 3aKOJUPOBAHO B SAPE IMapasuTa,
CHUHTE3MpYeTCs Ha ero pudocoMax M TPaHCIOPTUPYETCS B
OpraHelIy Moclie MOCTTPAHCIALNOHHON MOAM(pUKALNU B
AT (Waller et al., 1998, 2000). Cepueii Onectsmux moure-
KYJIAPHO-TEHCTUYCCKUX I/ICCJ'Ie[[OBaHI/Iﬁ YAaJloChb BBIABUTH
CUTHAJIBHBIE OCJIE0BATEIBHOCTH, 00ECIIEYNBAIONINE KOT-
PaHCISIIIMOHHYIO TPAHCIOKAIUIO IUIACTUAHBIX OeiakoB B OP
(bipartite terminal NH, domaine) u mocieayrouy Imo-
CTTPaAHCISIIMOHHYIO TPAHCIOKANNIO B XJIoporutacT («subter-
minal domainy) (Roos et al., 1999; Waller et al., 2000; Yung
et al., 2001). Xotsa mHOTHE Genku anukoriacta Toxoplasma
u Plasmodium uneHTn(UIMPOBAaHBl U B HEKOTOPBIX M3 HUX
Ja’KE BbIABJICHBI TOMCHBI, OTBECTCTBCHHBIC 3a paCliIO3HaBaHNE
KOMITapTMEHTa — MHUIIeHH (targeting signals) (Bahl et al.,
2002), ocTaercsi HEMOHSTHBIM, KAaKUM 00pa3oM ITPOUCXOIUT
TPAHCIIOPT ITUX OCJIKOB MO CEKPETOPHOMY My TH. J{o cux mop
He ObTO0 0OHApY)KEHO MEMOPAHHBIX MEPEHOCYNKOB, CIINBA-
IOLIUXCSl ¢ MEMOpaHo#l anuKoIIacTa WM OTIHOYKOBBIBAIO-
mxcs oT Hee. O0paboTka BOA mnm BcTpauBaHUE CHUTHAD-
HOH TOCJIeIOBaTeIFHOCTH, HAIMpaBIisitoneil 6emok B OP, He
U3MEHsIIa HallpaBJICHHUE TPAHCIOPTa OEIKOB K XJIOPOILIACTY.
Bo03MOXHO, amMKOIUIACT caM SIBISIETCS COCTABHOM 4YacThIO
CEKPETOPHOTo MyTH Ha ypoBHe JP, Torna Bce Oenku, nmero-
IMe COOTBETCTBYIOIIYIO KOHIIEBYIO CHTHAJbHYIO MOCIEIO0-
BaresnbHOCTh (NH,), TOIDKHBI IPOXOANTE Yepe3 annuKoIIacT
(Joiner, Roos, 2002). Ponbk anukormiacTa B )H3HEACITCIBHO-
ctu 3outa Toxoplasma, Plasmodium W APyTHX KOKIHIWH
CBOJUTCS, MO-BUANMOMY, K MOAM(HUKALINKN JINIHIOB MEMO-
paHbl U comepkumoro napasutodopuoii Bakyonu (Fichera,
Roos, 1997). Puc. 4 cymmupyeT coBpeMEHHBIC TTpeICTaBIIe-
HUSI O HAIpaBJICHUSAX M MEXaHM3Max CEKPETOPHOTrO TpaHC-
mopra B 30uTax Apicomplexa.

Oputpounurapuas craaus Plasmodium u s3ct-
pakineTodYHBIH TpaHcmopT OenkoB. ['oBopst 00 opra-
HU3AIMN CEeKpPeTOpHOTo ammapara y Apicomplexa, HEBO3-

MOKHO HE KOCHYTBHCSl YHHKAJIBHOW CHUCTEMBI TPAHCIOPTA,
KOTOPYIO BOCCO3JIaeT MaJIpUHHBINA Tutazmonuit (Plasmodi-
um), 3apaxkasi SpUTPOIMTHI MJeKoTHUTapmuX. Huma ooura-
HUSI 3TOTO Mapa3nuTa, SPUTPOLUTH — KpaifHe CIIEIHaIN3UPO-
BaHHBIC KJIETKH, KOTOPBIE MTPEIOCTABIISAIOT TTAPA3UTY 3aIIUTY
oT I/IMMyHHOﬁ CHUCTEMBI XO35IMHA, HO B TO K€ BPpEMsS OHHU ITOJI-
HOCTBIO JIMIICHBI COOCTBEHHOT'O CHHTETHYECKOTO anmapara u
CUCTEMBI BHYTPHUKIICTOYHOT'O TpaHCcHopTa. B kieTke apurpo-
UTa MapasuT JEKHUT BHYTPU Mapa3suTOPOpPHONH BaKyOIH.
YtoOBl BBDKHMBATh, Pa3MHOXKATHCS U B3aUMOJIEHCTBOBATH
C BHEIIHEH cpefol, Mmapa3uT dKCIOPTUPYET CBOU OENKH de-
pe3 mIasMareMMy W MeMOpaHy HapasuTo(OpHOW BaKyOIH
(MIIB) B IMTO30Jb M KIETOYHYIO MEMOpPaHy SpPUTPOLIUTOB, a
TaK)ke BO BHEIIHIOI Cpelxy (KpOBEHOCHBIH cocyn). PaboTsr
Havana 1990-x rooB u OoJiee paHHUE MCCICIOBAHUS HE BBI-
saBuiad Al” HU CTPYKTYpPHBIMH, HE OMOXUMHUYECKUMH METO1a-
MU Ha aCEKCYaJIbHBIX IPUTPOIUTAPHBIX CTAIUSIX MIA3MOHY-
Ma (Tpo(O30UTHI U CTaaMs KoJbla). B TO jxe Bpems B KIleTKe
X03s5lMHa Ha0JI0Aanach CEKPeTOpHast aKTUBHOCTh, CBSI3aHHAs
C MEMOpaHHBIMH CTPYKTYPaMH Iapa3sHUTapHOTO MPOUCXOXK-
nenus. [Ipuuem BeIIEyOMSIHY ThIe MEMOpPaHHbIE CTPYKTYPBI
OKpANIUBAIKCHh (DIYOPECHEHTHBIM IIEPAMUIOM, YTO YKa3bl-
BaJIO HA AKTHBHOCTH C()UHTOMHETMH-CUHTA3bl ¥ IPUHA/IIICK-
HOCTb K IIICKOMIIAPTMEHTY KoMIutekca ["onbkn (cM. 0030p:
Banting et al., 1995). B mocneanee necATuieTne MeXaHH3-
MBI, JIS)KAIINEe B OCHOBE HEOOBIYHOI OpraHnu3aIliy CeKPEeTop-
HOI'0 KOMIIapTMEHTA 3pHTpOHHTapHOI>lI cCTaauu I1J1a3Moausd,
WHTCHCUBHO M3ydJaluch. VIHTepec K JaHHON mpobieme ObLT
00yCJIOBJICH TaKKe M TeM (akTOM, YTO MHOTHE OEJIKH, HKC-
MOPTHPYEMbIE T1apa3sUTOM B MEMOpaHy 3pUTPOLIUTA U 3a e
TIPEIEITbl, CBA3aHbI C TSHKEICHITMMA CHHAPOMaMU, HaOIro1a-
eMBIMH y OOJIBHBIX Majsipueil. B mocnennue rojpl nmoHuMa-
HHUE IPOLECCOB, JISKAIINX B OCHOBE MOJU(PHUKAIINN SPUTPO-
[IUTa Mapa3uTOM, 3HAYUTEIBHO IPOJBUHYJIOCH Oyiarogaps
CHKBEHCY W aHHOTauuu reHoma Plasmodium falciparum,
Pa3BUTHIO TEXHUKH TPAaHC(HEKIHH aCEKCYaJIbHBIX CTaaHH
JKU3HEHHOTO IIMKJIA, UICHTH()UKAIIME HOBBIX Mapa3uTapHBIX
6enKoB, a TakXKe ycrexaMm TOHKOTO MOP(OJIOTHYECKOro aHa-
JM3a ¢ IPUMEHEHUEM TPEXMEPHON PEKOHCTPYKIHH.
JlaHHBIE O TOM, YTO TPAHCHOPT OOJIBIIMHCTBA OEJIIKOB,
nponukaronmx B [1B, 6mokupyercs BOA, cBUAETENBCTBYIOT
0 TOM, YTO OH OCYIIECTBJISICTCSl YHHBEPCAIBHBIM IJISI BCEX
N3YUCHHBIX KJICTOYHBIX CUCTEM MCXaHU3MOB BE3UKYJIAPHOTO
TpaHcnopra. M3BectHo, yTo B3aumoxeiictsue bOA ¢ ARF
NPUBOJANUT K HApYHICHHIO COOPKHM KOATOMEPHBIX OEIKOB,
OKalMJISIOIIMX TPAHCIIOPTHBIE BE3UKYJIbl. bpuln HMMYHOII0-
kanmu3oBaHbl KoatroMepHbie 6enkn, COPI u COPII, anemeHTHI
CUCTEMBI CIMSHUS My3bIPEKOB U 1p. VccrienoBanus reHoma,
aKTUBHO BeaylIuecs B pamMKkax «MalsgpuiHOT0 T€HOMHOTO
MIPOEKTa», MPUBEIIN K HICHTU(HUKAIIMNA TEHOB OEJIKOB, YyJacT-
BYIOILIUX B TPAHCIIOPTE, B Y4CTHOCTH I'€HOB OCIIKOB CEMEHCT-
Ba SNARE, xoaromMepHBIX OelKOB, OCTKOB KIATPHHOBOTO
KOMIIIEKCa, aJJallTHHOB U Jp. Y COBEPIICHCTBOBAHHBII 3JICK-
TPOHHO-MHUKPOCKOIIMYECKHI aHAlIN3, BKJIIOYAIOIUI B ceds
TPEXMEPHYIO0 PEKOHCTPYKIHIO CEPUHHBIX CPE30B M KOppe-
JSITUBHYIO MHKPOCKOIIMIO, TIO3BOJIMJIM BBISIBUTH B KJIETKE
mnasmoaust OP, oOpa3yronuii eIuHy0 CUCTEMY C SACPHON
000J1049KOH, a Taxke I 0B KU-TI0J0OHBIH KOMITAPTMEHT, CO-
CTOSIIIUH W3 OJHON WIJIK HECKOJIBKHUX TYOYJISIPHBIX WIH YILIO-
IIEHHBIX IUCTEPH, OKPYXECHHBIX BE3WKYJIaMH Pa3IHIHOTO
JuaMerpa. JTOT KOMIUIEKC PacHoJOXeH BOJIM3M KiacTtepa
OKaMMJICHHBIX MY3bIPbKOB, (POPMHUPYIOLIMXCS B PE3yJbTaTe
MIOYKOBAHNS BHEIIHEH MeMOpaHbI SAepHOI 000JI0YKH WK ¢
BeimsturBanus (Bannister et al., 2004). beuto nokasano, 4ro
pesunentHeie O6enku [IB, a Takxke TpaH3UTHBIC OCNKH, Ha-
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MPaBIAIOMIUECS B IPUTPOLHUT, BHICBOOOXKAAIOTCA B INPO-
ctpancTBo [IB M3 TpaHCHOPTHBIX BE3WMKYJ. DIIEKTPOHHAS
MHUKpPOCKOTIHUS BBISIBUJIA 0COOBIE BE3UKYJIBI, OKPY)KEHHBIC
nBoitHON MemOpanoi (BJIM), KOTOpBIE OTIIOYKOBBIBAIOTCS
ot OP B kieTke nmapasura. Buemnss MmeMOpaHa Be3UKyJI CITU-
BaeTCs C IIa3MaJeMMOil mapa3uTa, BBHICBOOOXKIAS «I04ep-
HUE» BHYTPEHHHUE BE3UKYJIbI, KOTOPHIE B CBOIO OYEpE/Ib CIIU-
Batorcsi ¢ MIIB u BBICBOOOXIAIOT COAEPIKUMOE B IIUTOTLIA3-
My sputporuta (Olliaro, Castelli, 1997; Cooke et al., 2004).
[Ipumenenne 3eneHoro QGyopecreHTHOro MpoTenHa | JIo-
nudepasbl B Ka4eCTBE JIOMHUHECIIEHTHBIX MapKepoOB B coye-
TaHUU C TPAaHCPEKINEH SPUTPOIUTAPHON CTATUH IIIA3MOIUS
JIaJI0 BO3MOXKHOCTB HAa0JI0AaTh TPAHCIIOPT B KHBBIX KJIETKAX
W BBISIBJIATH CUTHAJBI, HANpaBJsIOIIME OCNKM mapasura K
pa3IUYHBIM KOMITAPTMEHTaM CHCTeMbl. benku, mpeaHasHa-
YEeHHBIE JJIS TPAHCIIOPTHPOBKH K IJIa3MalieMMe Mapa3uTa B
TIB x MIIB, nmMeroT k1acCUUYECKHi CUTHAIBLHBI MOTHB, CO-
CTOSIIIMK W3 NMPUMEPHO 15 THAPOPOOHBIX aMHUHOKHUCIIOT,
pacToJIO)KeHHBIM Ha paccTosiHUU 3—17 aMUHOKHUCIOT OT
N-konna. benku, kotopsie npoxonsar uepe3 MIIB B uuro-
TUTa3My SPHUTPOIMTOB, UMEIOT OoJiee JUIMHHBIA CUTHAJIbHBIA
MOTHB, COCTOSIINH U3 MpuMepHO 30 aMHHOKHCIIOT, KOTOPBIE
orcToAT Ha 80 aMHUHOKHUCIOT OT N-kKoHLA. CXOJIHBIA BHYT-
PCHHUH CUTHAJIBHBI MOTHB BBISIBIIEH B HEKOTOPBIX OelIKax
BBICIINX 3YKapHOT, HampuMep B oBansOymune (Tabe et al.,
1984). B To xe Bpemsl CyIIECTBYIOT HEKOTOPBIE HCKIIIOUE-
Hust. Tak, HeKOTOpbIe OENKH, DKCIIOPTUPYEMbIE B ITHIIICBAPH-
TEJIBHYIO BAaKyOJIb IUIA3MOJMs, 00Jalal0T TaK Ha3bIBACMBIM
MOJTYAIIMM CHI'HAJIOM, KOTOPBIH MpeJCTaBisieT coO00H Truj-
poobHBI yyacTok Oenka, GYHKIIMOHUPYIOMUH Kak MeMO-
PaHHBIH SKOPb U OTIICTUISIOMINNACS BO BPeMsI IIPOXOKICHUS
yepe3 mMemOpany Bakyosin (Klemba et al., 2004). [Ipyroe
uckimouenne — HRP (histidine rich protein), KoTopbril XOTs
W HaNpaBJsIeTCs B LUTOINIA3MY SPUTPOLUTA, HO CONEPIKHUT
Kjlaccuueckuit ruapodoOHbid curnai. Kpome toro, Ob10
MIOKa3aHo, YTO TPAHCIIOKANNs PACTBOPHMBIX MapazuTapHBIX
6enxoB uepe3 MIIB tpebyet snepruu B Bune AT u uro, Be-
positHee Bcero, AT®d-3aBUCHMBIN NMEPEHOCUYNK BOBJICYCH B
neperoc 6emkoB yepe3 MIIB (Ansorge et al., 1996). B sput-
poLUTE MapasuT BHICTPAUBAET COOCTBEHHYIO CHCTEMY MeMO-
paH. HexkoTopble BaskHBIE Ul MAaTOTEHE3a Mapa3uTapHbIC
Oenku ObITH 0OHAPY)KEHBI B IUTOIIA3ME 3PUTPOLIUTA TAKXKe
B CBOOOIHOM BH/I€ (BHE MEMOpPAHHBIX KOMIAPTMEHTOB). DTH
Oenky MOryT mpoxoauTh depe3 IIB B Buae MOIUIENTHIIOB,
JUIICHHBIX BTOpHYHOU cTpyKTyphl (unfolded proteins).
B nmTonna3me 3puTponuTa 3TH 6€IKH 3aHOBO CBOPAYMBAIOT-
Csl M CITOHTAHHO CKAaIUTMBAIOTCS B ONPEAEICHHBIX Y4acTKax
KJIETKH, B3aUMOJCHUCTBYS C PE3HJICHTHBIMU OE€JIKAMH DPHT-
poruTa. Hekotopsle TpaHcMeMOpaHHbIe Oenku (Hampumep,
PfEM P1 — Plasmodium falciparum erythrocyte membrane
protein) MPEeAIoIOKUTEIBHO AOCTABISIOTCS K IIa3MaieMMe
SPUTPOLMTA C MOMOINBI0 BE3UKyJsipHOTo TpaHncnopra (Ta-
raschi et al., 2001, 2003). B cBs3u ¢ 3THM MTOSBUIICS UHTEPEC
K MeMOpaHHBIM KOMIIApTMEHTaM, BO3HUKAIOLIMM IO Mepe
co3peBaHUs mapasuTa B 3purTporurte. Ha cragum xospua
MIIB o0pa3yeT KOpoTKHE MNajiblieoOpa3Hble BBIPOCTHL. JTH
BBIPOCTBI MOT'YT OTIOYKOBBIBaThCA 0T MIIB u naBaTe Hava-
JO MEJIKHM Be3WKyJaM Win TpyOoukam (Bannister et al.,
2003, 2004). ITo Mepe co3peBaHUs Mapa3uTa B IPUTPOLUTE
BO3HHUKAIOT CTPYKTYPbI, U3BECTHBIE Kak kiedTsl Maypepa
(Maurer’s Clefts) (KM), npeacrasisitone coO0i BBITSHY-
ThIe MEMOpaHHBIE [IUCTEPHBI C IUIOTHBIMU CTEHKAMH U DJIEK-
TPOHHO-IIPO3PAYHBIM coAepKUMBIM. C mHTOIIa3MaTHYe-
CKOMH cTOpOHBI K cTeHKaM KM 9acTo NpuMBIKaIOT arperarsl
aMOp(HOTO IEKTPOHHO-IUIOTHOrO Marepuana. ITo mepe co-

3peBanus napazura KM nonxoasat BrmotHyto k [IM spurporura,
HO HE CIIMBAIOTCS C HEH, a 00pa3yloT 30HbI KOHTAKTa, 3JIEKTPOH-
HO-MUKPOCKOIIMYCCKU BBISBIIICMbIC KaK TsKH (pHOPO3HOTO
MaTepHana yMEpPeHHOW 3JIEKTPOHHOW IMIOTHOCTH. BOmm3u
TAaKMX LUCTEPH YACTO PACIHOJAraloTCsl CKOIUICHUS! MEIKHX
Be3uKyJa nuamerpom 20—25 M. Pors KM B Tpancmopre ma-
Pa3NTapHBIX AHTUTEHOB OCOOEHHO aKTHBHO M3ydallach B CBS3H
¢ tpancnoptoMm Oeinka Pf EMP1, xoTopblil sBisieTcst mOH-
MOP(HBIM MHTErpaJbHM OEJIKOM, ONPEAEAIONINM aare3HB-
HBbIE CBOMCTBA MH(MUIIMPOBAHHBIX 3PUTPOUNTOB. M3BECTHO,
YTO are3usl TaKUX KJIETOK K IOBEPXHOCTH BaCKYJSIPHOTO
STMUTENNS ABISETCA MPUUNHON pAfa daTaabHBIX CHHAPOMOB
npu Massipun (Cooke et al., 2004). Ilpeamnonaraercs, 4to
KM cnyxaT TpaH3UTHBIM [€HO MPH TPAHCIOPTHUPOBKE
Pf EMP1. Benoxk BcTpanBaercs B MeMOpany KM ¢ momorisio
C-TepMMHAIBHOIO IOMEHA.

B muronnazme nHOUIMPOBAHHOTO PUTPOLINTA BBISBICH
TaKXe JPyroi THI MEeMOPaHHBIX CTPYKTYp — TyOyJoBe3u-
kyssipaast cetb (TBC), mpezacrapistonias co0oi CKpy4eH-
HYIO B 3JUIHIIC IUCTEPHY, 3aMBIKAIOIYIO B ce0e 4acTh IUTO-
IUIa3Mbl 3pUTpoLUTAa. B HEKOTOPHIX Cilydasx oOHapyXeHa
cBsi3b MeMOpan TBC u mapasutodopHOi Bakyosu. Xapak-
TEPHO, YTO MEMOPAHBI 00EUX CTPYKTYP HE UMEIOT 3JIEKTPOH-
HO-IUIOTHOTO TOKPBITHS, XapakrepHoro aist memOpan KM;
TaK)K€ OHM MMEIOT BECbMa CXOIHBIH aHTHUTEHHBIH COCTaB.
IIpennonaraercs, uro TBC npuHumaer yyactue B TpaHCIOP-
Te KOMIIOHEHTOB OT IIM spuTpouuTa u U3 OKpyKaroleu
cpensl (Lauer et al., 1997). HekoTopsie nccieqoBaHus MOKa-
3p1BatoT, 4To KM u TBC Taxke cBsi3aHBI B CAUHYIO MEMO-
pPaHHYIO CeTh, TOTJA KaK JIPYrHe HCCIIEIOBaHMS TOBOPST B
MoJIB3y TOTo, 9T0 KM — 000C0O0IeHHBINH KOMITAPTMEHT, KO-
TopbIil KoHTakTUpyeT ¢ TBC uepe3 cuctemMy BE3UKYJIIPHOTO
TparcnopTa. C MOMOIIBI0 UMMYHOITUTOXUMHYECKUX HCCIIe-
JIOBaHUH B INTOIUIa3Me HH(MUIIMPOBAHHBIX S)PUTPOLIUTOB BBI-
SIBJIGHBI MHOTHE 3JIEMEHTHI CUCTEMBbl BE3UKYJISIPHOTO TPaHC-
MOPTa NMapa3uTaPHOTO MPOUCXOKICHNUS, BKIIIOUasi OEIKN KO-
aToMepHBIX KomIuiekcoB Sarlp, Sec31p, Sec23, PINSF u np.
(Hayashi et al., 2001; Cooke et al., 2004). Takum o6pa3zom,
MOXHO KOHCTaTUPOBaTh, YTO MAJSIPUMHBIN IJIA3MOJUN CIIO-
co0eH BOCCO3/1aBaTh CHCTEMY KJIACCHYECKOT'0 BE3UKYJISIPHO-
r'o TPAHCIIOPTa 32 Ipe/eIaMi COOCTBEHHOH MIa3MaTHIEeCKON
MEMOpaHBI, T. €. YKCIOPTHUPOBATH CEKPETOPHYIO CHCTEMY.
[IyTu cexkpeTopHOTO TpaHCHOpPTa B KJIETKE MalspHUIHOTO
IUIa3MOJINS HAa IPUTPOLUTAPHON CTAAMU CXEMAaTHYHO H300-
pa’keHbI Ha pHC. 5.

0030p UTEpaTypPHI IO CEKPETOPHOI cucTteMe Apicomp-
lexa MOXHO pE3FOMHpPOBATH CIEAYIONIMM 00pa3oM. YIpo-
IIeHHAas NOJSAPU30BAHHAA OPraHM3alMsl KJIETKA MEPO30UTOB
KOKIIUUI1 TIO3BOJISIET JIETKO BBIUICHITh KOMIIAPTMEHTHI CEK-
PETOPHOTO MYTH W CPAaBHUBATH ATY CHUCTEMY C KJICTKaMH
MJIEKOTIUTAIOLINX U Apoxoked. Tam, rae MexaHu3Mbl TpaHC-
MOPTa KOHCEPBATUBHBI, MEPO3OUTHI 1. gondii M APYTUX KOK-
UM IPEJICTABISIOT COOOH MICIbHYIO MOJIEIb JUISl H3yde-
HUS TPAHCIIOPTA B KJIETKE 3YKAPHOT B IEJIOM, HAIIpUMEp IS
n3ydeHuss poinu koaromepHbx 6emkoB COPI m COPII
B TpaHcnopte oT OP k 'onbmxu mnm st u3ydeHus mpo-
necca geneHust ['onpmxu. Tam, re 3TH MEXaHU3MBl YHU-
KaJIbHBI, HATPUMED B MIPOLECCE CEKPELUH JTUIH0B PONTPUH,
MIPU TPAHCTIOPTUPOBKE OEIKOB Yepe3 YeThIpe MEMOpaHbI amu-
KOIUTacTa MM K MEMOpaHHBIM KOMIApTMEHTaM, HaXOms-
IIAMCS 32 TpeiesiaMy KIIETKH Mapa3uTa, UccilejoBaHus Api-
complexa MOMOTYT BBISIBUTH pazHOOOpazue MyTel IBOJIIO-
IIUH 9YKapHOT, a TAK)KE HAWTH MOTEHIINAIbHBIC MUIICHH JUIS
MpUMEHEHUS JIEKapCTBEHHBIX mpenapatoB (Joiner, Roos,
2002).
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Annapatr I'onpaxu kuHetonjgactuna. Kunero-
miactuasl (Kinetoplastida) mpencraBisiror coboit eme oaHy
BETBb 3BOJIIOLIMY 3YKapUOTUYECKOH KIETKU. B 1esom cexpe-
TOPHBIN TPAHCIOPT B KJIETKAaX IMapasUTUICCKUX KMHETOIUIA-
CTH/J, TaK K€ KaK U B POJACTBEHHBIX UM CBOOOHOKHMBYIIUX
sBrieHoBbix (Euglenidea), oprann3oBaH nmpuMepHO Tak e,
KaK M B KJIeTKax wiIekonuraromux. Al' nmpeacrasien oxHoi
JTUKTHOCOMOH, cocTosieil u3 6—10 yriomeHHbIX [UCTEPH,
W pa3fenieH Ha CTaHJApTHBIC CYOKOMITAPTMEHTHI (IHC-, Me-
JMal-, TpaHC- W TpaHC-I 0JbJKHU-CETh), XOPOLIO BBISBIISIC-
MbI€ C TIOMOIIBI0 MapKepHbIXx OenkoB (Duszenko et al., 1988;
Weise et al., 2000; McConville et al., 2002a, 2002b).

Kuneromnactunpl, B nepByto ouepeas Irypanosoma
brucei, ape3BbIUYAHO MPHUBJICKATEIHHBI KaK y100HAS MOJIETh
JUISL U3yYEHNS BHYTPHUKJICTOYHOTO TPAHCIIOPTAa KOMIAPT-
MmeHT (Overath, Engstler, 2004). Tpunanocomsl JIerko KyJib-
TUBHPYIOTCA in Vitro, pa3paboTaHBl METONBI MX TpaHC(hEK-
LMY U TEHETHYECKOH MoauduKanuu. B xineTkax aTuX KryTu-
KOHOCIIEB H0- M 9K30LUTO3 MPHYPOUEHBI K OIPaHUYCHHOM
o0JacTH TUTa3MaTHYeCKO MEeMOpaHbl — OOJACTH KTYyTHKO-
BOTO KapMmaHa. Bce »H0- M DK30IIMTO3HBIE KOMITAPTMEHTHI,
BKJIIOYasi TUKTHOCOMY, PACIIOJIOKEHBI B 3a/HEH YacTH KIIET-
KM MEXJy SIIPOM M KTYTHKOBBIM KapMaHOM, 4TO oOJierdaer
TPEXMEPHYIO PEKOHCTPYKIIHIO ATUX KOMIIAPTMEHTOB C IIOMO-
IpI0 (PITyOPECICHTHOHN M 3JEKTPOHHOW MHKPOCKOIIMH U BH-
3yaJlM3alfio MpoIeccoB TpaHcropTa. Jns Tpumanocom xa-
pakTepHa HeOObIYaHHO BBICOKAasi HHTEHCUBHOCTH MIPOIIECCOB
9K30-, YHJIOLINTO3a, COPTUPOBKU M KOHIIEHTPAI[UH SKCIOPTHU-
PYEMBIX U pEeuMKINpYeMbIX OenikoB: 107 TOBEPXHOCTHBIX
TJIMKOMIPOTEHHOB OyKBajabHO exemuHyTHO (Overath, Engst-
ler, 2004) perukmupyrOT OT MecT cuHTe3a B DP k [IM (9K30-
LUTO3) U 00paTHO (PHIOIUTO3), UCIIOJIB3YSI BE3UKYJISIPHBIHI
tpancnopt. 10 % cuntesupyemsix 7. brucei mOBEpXHOCTHBIX
6enkoB ¥ raukonunuoB nmetoT GPI-moTuB («MeMOpaHHBIH
SKOpB»), 00eCIeUnBalOINN BCTpAaUBAHUE DTHX OCJIKOB B
MeMOpany. KonmaecTBEeHHBIN 1 yIbTPacTPYKTYPHBIN aHATH3
peumkiupoBannss GPI-acconmmpoBaHHBIX OEIKOB B KIETKAX
TPUTIAHOCOM (B KJIETKaX MJIEKOMUTAOMUX TOJbKO B 0.5 %
KJICTOYHBIX O€JIKOB BBISIBJICH ATOT MOTHB) 3HAYUTEIHHO MPO-
JBHHYJ MOHMMaHWE MEXaHHM3MOB TpaHCIOpTa OEJIKOB K
maasMatudeckor MemoOpane sykapuoT (Overath, Engstler,
2004).

Haubosnee ocHOBAaTENbHO CEKPETOPHBIH TPAHCIIOPT H3Y-
YeH y KHHETOIUIACTH/, MATOTCHHBIX IS MJICKOMHUTAIONINX,
B 4yacTHOCTH y Trypanosoma brucei, T. cruzi n Leishma-
nia spp., Bo30yauTenel COOTBETCTBEHHO COHHOW Oo0Je3HH,
6ose3nn Yaraca u BHCLEPATBHOTO JICHIIMAHIO32a YEIIOBEKA.
[ToBepxHOCTHBIE OCJKH U IpyTrHe BEIIECTBA, )KU3HEHHO BaX-
HBIE C TOYKH 3PECHUS B3aMMOOTHOLICHUN 3THX OOJUTaTHBIX
Mapa3uTOB C KJIETKAMHU XO3SMHA, HHTCHCHBHO M3YYallUCh C
LeJNbI0 Co3/1aHus crieuduYHbIX BakuuH. K unciy Takux Be-
IIECTB OTHOCSTCS TOBEPXHOCTHBIE TIIMKOMPOTEHHBI THIIA DH-
JorpoTeasbl gp63, mporenHomoa00HbIe (ocdarassl, JIUIMO-
dbocdornokansl ¥ MEMOpPaHHBIC MEPECHOCUYUKHU TITFOKO3bI
JeWIIMaHui, o-ManHo3uaa3a y 7. cruzi v BapuaOesbHbIE TI0-
BEPXHOCTHBIE TINIMKONpOoTenHbl (variant surface glycoprote-
ins, VSGs) y Trypanosoma spp. (CHUCOK MCTOYHHKOB JO
1996 r. cm.: Becker, Melkonian, 1996). Bce moBepXHOCTHEIC
MOJIEKYJIbl KHHETOILIACTHU/I TIIMKO3HIMPOBaHbl. buocuHreTH-
YecKHe MyTH MHOTHX MOBEPXHOCTHBIX OEIKOB KHHETOIUIA-
CTHJ JIeTaJbHO oXapakrepusoBaHbl. [lokazano, urto N-riu-
KO3WJINpOBaHKUe, GOpMUpOBaHHUE TIMKaHODOCHATHIUI-HHO-
3UTOJBHBIX JJOMEHOB, «3aIKOPUBAIOIINX» 3TH OCIKH B
noBepxHocTHOW MeMOpane (GPI-anchors), u apyrue aie-
MEHTHI MPOLECCHHra MPOMCXOSIT B OCHOBHOM (HO HE Bce-
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Puc. 5. T'unoreruyeckas cxema IyTeHl CEKPETOPHOIO TpaHCHOPTa
Plasmodium falciparum, cyMMupyroas SKCIeprUMEHTAIbHBIC JTaH-
weie (mo: Cooke et al., 2004).

PacTBOopnMEBIe OeNKH, IPeHa3HAYEHHbBIE HA YKCIIOPT, HANpaBIs0TCS B OP 1
3arem npoxoast uepe3 Al'. benku PfERD2, RfRab6, COPI u COPII Heobxo-
JUMBI U1 GOpMUpPOBaHUS Be3UKyN U TpaHcnopTa ot OP x AI' (1 06patHo).
Benxun KAHRP, S-antigen 1 MSP1 TpaHCTIOPTHPYIOTCS B CTICIIHATBHBIX BE3H-
KyJ1ax (B HEKOTOPBIX CITy4asX COBMECTHO C APYTHMHU OCJIKaMH) K Pa3INuHbIM
cyOkoMIapTMeHTaM napasutodoproii Bakyonu (PV). B PV 6enku coprupy-
10TCsl Ha PE3UJCHTHBIE U TPAaH3UTHEIE, CIIEYIOIIUE B KIETKY XO3sauHa. Psn
0eNKOB OT IuIa3MaTH4IecKoil MeMOpansl mwiazmoaus (PPM), OP mmn AT na-
MPaBIISIOTCS K CEKPETOPHBIM (PONTPUSAM, MUKPOHEMAaM) MM APYTHM Opra-
He/ulaM (TIMINEeBOH BaKyOJH, allUKOILIACTY M Jp.) LHTOILIA3MbI IIA3MOIUS
(PC). Tpausurnsie 6enku (KAHRP) cHavana BeICBOOOXK/IAIOTCS B MPOCBET
PV, a 3arem nepenocstes B nuromazmy spurponura (EC) uepes ATD-3aBu-
cumblii nepeHocuuk (ABC transporter) ¢ HOMOIIBIO CHENUATBHOTO TPAHCIIO-
xaronHoro MortuBa (Expl). Otu Genxu GopMHUPYIOT Ha IUIA3MaTHYECKOH
memoOpane spurporura (EPM) «yzenku» (Kn). DKcrnopT HHTErpaabHbIX MEM-
OpanHbIX 6enkoB Tuna PFEMP-1 npenonoxknTebHO 0CyIEeCcTBIsIETCs B Be-
sukynax. beixok PFEMP -1 nepenocutcs k kiedram Maypepa (MC), koTopsie
MPEJICTABIIAIOT COOO0M MPOMENKYTOUHBIH KOMIIAPTMEHT CEKPETOPHOIO ITyTH OT
napasuta k MeMOpane spurponuta. PESBP-1, PPEMP-3 u MAHRP — mapkep-
uble 6enkn MC. [Tokaszano, 4To TpH KOMIOHEeHTa koatroMepHoro 6emnka COPII,
Sarlp, Sec31p u Sec23p sxcrioprupyrores u3 KieTku napasuta k MC Bmecte ¢
PfNSF.

rna) B AI' kuneromnactun (Parodi, 1993; Rubotham et al.,
2005). [Nomapnstomiee grcio paboT Mo MeMOpaHHOMY TpaHC-
HOpPTy KUHETomnacTHj nocssmeHo cexperun VSGs. C mo-
MOIIbI0 UMMYHHOH KOJOKAaJIU3aIlMH 3THX OEJIKOB M Map-
KepoB kommapTMeHTOB Al moxkazano, utro VSGs T. brucei
HaIpaBJISIOTCS K KJIETOYHON TTOBEPXHOCTH, MCIIOJIB3YSI KJlac-
CHYECKHUI IyTh CEKPELUH, U BBISBIIAIOTCS [IOCIEI0BATEIBHO
B OP, nucrepnax I'onpaxu, TyOyJISIpHBIX CTPYKTypax
Tpanc-I'onpmxu-cetu, a 3ateM Ha noBepxHoctu [IM (Dus-
zenko et al., 1988). B mpormecce tpancmopra k IIM mpo-
ncxonut 50-kpatHast koHueHrpanus VSGs (Grunfelder
et al., 2002). OcraeTcst HEMOHITHBIM, [MOYEMY MOHe-
3WH, HOHO()OP MOHOBAJCHTHBIX KATHOHOB, HHTMOUPYIONIINH
AI'—IIM-TpancnopT B OOJIBIIMHCTBE KJIETOYHBIX CHUCTEM
(Mollenhauer et al., 1990), He oka3bIBaeT BIMSHHS HA CCKPE-
muto VSGs, XOTS aJiekBaTHO U3MEHsAET Mopdoioruto ['omnb-
JUKH (BBI3bIBaET HaOyxaHue TpaHc-I'onb/pkn) U OJIOKHUpYeT
cuaTe3 N-roukanoB (Bangs et al.,, 1986; Duszenko et al.,
1988). bbu10 BhICKA3aHO MPEANION0KEHHE O HATUUHH JIOTO0JI-
HUTEJIbHBIX CEKPETOPHBIX MyTEil CHHTE3a M PEUKINPOBAHHS
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VSGs (Ferguson et al., 1986; Grunfelder et al., 2002). Cuk-
BEHUPOBAHNE T€HOB HEKOTOPHIX OCITKOB CEKPETOPHOTO ITyTH
KWHETOIIACTH]] TTOKA3aJI0 UX 3HAYMTEIBHOE CXOJICTBO C Te-
HaM{ aHAJOTHYHBIX OCJIKOB JIPOXOKEH M MIICKOIMHTAIOIINX
(Bangs et al., 1993; Ryan et al., 1993; Descoteaux et al.,
1995; McConville et al., 2002b).

B mociiegHue rojpl ObUIH MOJIYYEHBI HHTEPECHBIC NaH-
Hele 1o 6uorenesy Al' 7. brucei. bbuto nmokaszano, 4To B Jie-
nammxcs Krytukonocnax AIT popmupyercs uz OP de novo
B 30He OP—AT npomexxyrounoro komrnaprmenra (Golgi ex-
port sites), KOTOPBINA pacrojaracTcsi y TPUIAHOCOM BOJIM3H
sapa. 3a 2 9 opraHenja JocTuraeT pasmepoB Al 3peroif
kietku. [lpu cozpeBanuu HoBoro AI' HaOIrOMAIOTCS aKTHB-
HOE B3aMMOJICHCTBHE W OOMEH MaTepUANIOM CO «CTapbhIM)
Tompmxu (He et al., 2004). OTu maHHBIE, C OTHOW CTOPOHBI,
MIPOTHBOpPEYAT JIBYM OCHOBHBIM TeOpHsM Ouoreneza I oib-
JUKH, coryIacHO KoTopsiM 1) HOBEII Al” 00pa3yercs B pe3yib-
tate aeneHust craporo (Benchimol et al., 2001), 2) HOBBIH
AT Bosuukaet de novo u3 OP (Bevis et al., 2002) 6e3 yuac-
tus craporo. C Apyroil CTOPOHEI, ToydeHHbIe Ha 1. brucei
JJaHHBIE, 00BEIUHSIIOT 9TH JBE TEOPHUH.

Annapar I'oabaxn
NMapa3suTHYEeCKNX MPOoCcTedmnx
U IBOJIIOLMS 3YKAPHOT (BMECTO 3aKJIIOYEHHUs)

Ha puc. 1 npeacraBieHOo «IpeBO JKU3HU» — OJHA U3
MEPBHIX KJIAJOTPaMM, [TOCTPOCHHAS HA OCHOBAaHWHU CpPaBHE-
HUSI HYKJICOTHUIHBIX IOCIJE0BATEIBHOCTEH IreHa Mayou
cyobenuuuipl pubocomanbuoit PHK (MC p/IHK). Oto ru-
MMOTETUYECKOE APEBO, OTPa)karoliee T'MIIOTe3y MOCIea0Ba-
TEJILHOM AMBEPTEeHIMU Pa3JINYHBIX TPYIIT OT OCHOBHOTO CTBO-
na sykapuot (Sogin, 1991), mocayXuino cTUMYIOM AJis HC-
CJICZIOBAaHUH B OOJIACTH HBOJIOIMH DYKApHOT B MOCIETHHE
JIBa JCCSATHIICTHS.

JIx000mBITHO, YTO OAMH M3 HAanOOJIEe N3BECTHBIX CIEIH-
JINCTOB MO MakpocucremMam dykapuot Kasaibe-Cmur (Ca-
valier-Smith, 1993) oxgHo Bpems npuaaBan aukruocomam Al
HCKITIOUYUTEIIbHOE 3HAYCHHE B (DMIJIOTCHHWH NPOCTEHIINX —
Oosbliee, 4eM JKIYTHKY WJIM MHTOXOHIpUsM. B oxHoil u3
CBOMX PaHHMX (PMIIOTEHETUYECKHUX CHCTEM OH JaXKe pasfe-
i napeTBo Protozoa Ha nBa moanapcrsa — Adictyiozoa u
Dictyozoa — B 3aBHCHMOCTH OT OTCYTCTBHUSI WJIM HaJIHYUs
ctpyktyp Al'. B mocnemyromem oH 0TKa3ajics OT STOW IKCT-
pemanbHOW maen. OYEeBHIHO, YTO JAHHBIN NMPHU3HAK MaJo
NPUTOJICH B KauecTBE MapKepa CyNepTaKCOHOB JyKapuoT,
TaK KaK MOXXET BapbHpOBaTh B MpeZesax OJHOW TI'PyTIIbI.
Tak, AMKTHOCOMBI HE HalJieHbl y mpeacTtaBuTeneit Oxymo-
nada, 0JJHAaKO MPHUCYTCTBYIOT B OJIM3KOPOJCTBEHHOM TaKCO-
He Trymastix (Dacks, Doolittle, 2001) u ma)xe MOTYT TOSIB-
JISITHCSL WIIM MCUE3aTh B XOJI€ XXKM3HEHHOTO [IUKIIA, KaK Y psja
BHUIIOB ponoB Giardia n Plasmodium.

PaccmarpuBast CTpYKTypy M (DyHKIHIO CEKPETOPHBIX CH-
CTEeM MPOCTEHIINX B IBOJIOIHOHHOM aCIHEeKTe, HEBO3ZMOKHO
HE KOCHYTBCS (PUIIOTEHNH 3yKapuoT, B YaCTHOCTH «apXe30H-
Hoii runore3bl» (Cavalier-Smith, 1983). Jlannsie o ynsTpa-
CTPYKTyp€ Mapa3suTHUECKUX NMPOCTEHIINX, B TOM YHCIE pac-
CMOTpPEHHBIE B HACTOSIIIEM 0030pe, CHIrPAIH CYIIECTBEHHYIO
pOJIb Kak B CTaHOBIIEHHH, TaK U B OTKa3e OT ATOIl omuodou-
HOHM, HO BMECTE C TEM IIJIOJOTBOPHON ISl Pa3BUTHS HAYKU
uzaen. B ocHOBe rUMoTE3sl JIeKal0 NpeacTaBIeHUe, TOCIIO -
CTBYIOII[EE €Ille MOJTOpa ACCATHIECTHS Ha3ad, O TOM, YTO
KJIETKa TaK Ha3bIBAEMOTO IIOCJIEAHEro O0IIero mpeaKa syka-
puoT ObUIa YCTPOEHA CYNIECTBEHHO NpOILNE, YeM KIIETKa

M000ro M3 HbIHE JKMBYIHIMX opraHu3zmMoB. Ha ocHoBaHuu
CTPYKTYPHBIX OCOOCHHOCTEH, ITPEXk/Ie BCEr0 OTCYTCTBHSI MHU-
TOXOHJIPUH1, TEPOKCUCOM U TUKTHOCOM Al’, OBbUIO BBISIBICHO
HECKOJIbKO I'PYIII COBPEMEHHBIX MPOTUCTOB, KOTOPHIC MPE/I-
MOJIOXKHUTEIBHO Hanbosiee paHo AMBEPTUPOBAIN OT OOILIEro
ctBoJa 3ykapuort: Parabasalia (Trichomonas),? Diplomonada
(Giardia), Entamoebidae (Entamoeba), Microsporidia (No-
sema v Encephalitozoon), Oxymonada (Oxymonas), Hetero-
lobosea (Naegleria) n Pelobionta (Mastigamoeba). Dt
«paHO JMBEPTHPOBABIINE» TAKCOHBI PACCMATPHBAIKMCH KaK
IpsIMbIE ITOTOMKHU IPEJKOBOM JyKAPUOTUYECKON KIIETKU U
OpTn moMemeHBl B mapctBo Archezoa (Cavallier-Smith,
1983).

[ocTynupoBanock, 4TO AMBEPreHIIHs ATUX TPYIII OT 00-
[IEro CTBOJA YYKAPUOT MPOM30IILIA 10 YCTAHOBICHHS CHM-
OMOTHYECKMX OTHOLICHUH MPEAKOBOH KIIETKU C 3HJ0CUMOU-
OTUYECKUMHU OAKTePHSIMU, MPEIIECTBEHHUKAMH MHUTOXOH/I-
puii (Vossbrinck, Woese, 1986; Vossbrinck et al., 1987).
OO6pariaer Ha ceOs1 BHUMAaHUE TOT (PAKT, YTO TOJABIISFOIICE
OOJBIIMHCTBO TaKCOHOB, BXOAAIUX B Archezoa, mpeacras-
JICHBI OOJINTaTHBIMH IapasuTaMHu. B MPOTHBOIOJIOXKHOCTD
MEePBUYHON MpOCTOTe mapazuthuueckux Archezoa mojpasy-
MEBAJIOCh, UTO YIPOIIEHHOE («(MUHUMH3HPOBAHHOEY) CTPOE-
HUE KJIETOK Mapa3suTHYeCKHX MPOCTEHIIMX JIPYTrHX TpyI,
Hanpumep, Apicomplexa (Toxoplasma n Plasmodium), Ki-
netoplastida (7Trypanosoma u Leishmania) nim napazutuye-
CKHUX OOHOKJICTOYHbIX FpI/I6OB, BTOPHUYHO U ABJACTCA CICO-
CTBHEM Mapa3sMTHYECKOTO oOpa3a Ku3HU. MHTEpecHo, uTo
NEPBBIC PEKOHCTPYKIUH (PUIOT€HETHYECKUX B3aMMOOTHO-
ImeHui Ha ocHoBaHWM aHanm3a cukBeHca MC p/IHK mon-
TBEP/IUIIN TIPEIMOIOKEHNE O PaHHEH AUBEPIeHIINH 110 Kpaid-
Hell Mepe wacTu mpencraButencit Archezoa (Sogin, 1991).
B nmanpHelimeM ycoBepIIEHCTBOBaHHUE aITOPUTMOB (hujore-
HETHYECKOTo aHannu3a u Oojee TiryOOKOe MOHMMAaHHE MeXa-
HU3MOB MOHeKyHHpHOﬁ 3BOJIFOIITUU ITOMOTI'JIN BBIABUTH U UCII-
PaBHTh PsIJl METOJAUYECKUX MMPOCUETOB, KOTOPbIE MPUBOIMIH
K HEBEPHOW Tomoyornu (uiioreHeTnyeckux apes. OaHa u3
TUMUYHBIX OMIMOOK — TaK Ha3bIBAEMbIi apTe(haKT B3aUMHO-
To MPUTSHKCHUA UTHHHBIX BeTBe (long-branch attraction ar-
tifact; Felsenstein, 1978) — ocHOBaHa Ha JIO)KHOM TPEJIIO-
JIOKEHUHU O TOM, YTO OJIMH M TOT )K€ I'H B Pa3HBIX OPTaHH3-
Max 3BOJIIOMPYET C OJMHAKOBOW cKopocThio.? IIpeomoneTs
TAKOT0 POja OIMOKU ITOMOTaeT HCII0JIb30BAHNE HECKOJIBKUX
renoB (pPHK, JIHK-monmumepassl, CTpyKTYpHBIX OEIKOB TH-
Ia aKTHHA, TyOyJIMHA, MUO3HMHA U JIp.), @ TAK)KE YCOBEPIICH-
CTBOBAHUC aJITOPUTMOB U YTOYHCHUEC MapaMETPOB KOMIIbIO-
TepHoro aHanm3a (Arisue et al., 2005; Fischer, Palmer, 2005).
Knaccnuecknm npuMepom «apredakra B3aMMHOTO IPUTSDKE-
HUSI JUIMHHBIX BETBEH» OKa3aloch HEBEPHOE 3aKIIOYCHHE O
JIPEBHOCTH TPOUCXOXKJICHNST MUKPOCIIOPUANH HAa OCHOBAaHUH
CPaBHHUTEIBHOI'O (DMIOTCHETHYECKOT0 aHajlu3a CHKBEHCOB
MC pAHK.* Otnenenne mukpocnopuauii ot Archezoa u me-
peMelIeHne TOI TPYIBl OT OCHOBAHUS (DPMIIOTEHETHYECKO-
ro apea (Vossbrinck et al., 1987) k ero Bepumnue (Keeling

2 B ckoOKkax MpUBE/ICH POl HaHOOIIee H3BECTHOTO MM M3YUCHHOTO Mpe/-
CTaBHTEILSL.

3 B (uiioreHeTH4eCKHX MOCTPOCHHSIX OBICTPO IBOJIOUPYIOIINE CHKBEHChI
(«UTHHHBIE BETBI») HCKYCCTBEHHO IPYHITUPYIOTCS APYT C APYTOM U C HICTUHHO
JIPEBHUMH I10CJIEI0BATEIBHOCTSAMH, B YaCTHOCTU C MOCICA0BATEIBHOCTIMU
Eubacteria u Archea, koTopble OOBIYHO BBEIOMPAIOTCS B KaUeCTBE «BHELIHHX
rpymm» (outgroups) Hpu PEKOHCTPYKIUSIX MAKPOCUCTEMBI 9YKapHOT.

4 Tpeanonokenue 0 paHHell MBEpreHIuy AUIUIOMOHA U Tlapabasaiuil,
BO3MOYKHO, OCHOBAHO Ha TOii e pacuetHoii ommbke (Dacks, Doolittle, 2001),
XOTs APEBHOCTB MOCIICHHX MOKA TMOATBEP)KIACTCS HEKOTOPBIMH (HO HE BCEMH)
aJbTepPHATUBHBIMU MeToAaMu (uitoreHernueckoro aHanusa (Keeling et al.,
2000; Arisue et al., 2005).
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OPISTHOKONTA  Metazoa

Choanomonada
Fungi
Non-chytrid fungi

Radiolaria

Chytridiomycete

RHIZARIA
Foraminfera
Cercozoa

| Mastigamoebae

/

Pelomyxa
Eumycetozoa
AMOEBOZOA
EUBACTERIA

PLANTAE

Glaucophyta Chloroplastida

Rhodophyceae

CHROMALVEOLATA
Apicomplexa
Dinozo Alveolata
Ciliophora

Stramenopiles

| Diplomonadida |

Parabasalia ESCAVATA

Euglenozoa .
Euglenida

Kinetoplastida
| Heterolobosea |

Trimastix

ARCHEA

Puc. 6. JIpeBo xu3uu (mo: Adl et al., 2005).

CxeMma 0TpakaeT rOCMOACTBYIONIYI0 KOHICIIUIO MOHO(DHUICTHYECKOTO IIPOUCXOKICHHS KICTKH 3yKapHOT OT IPOKAPHUOT, a TaKKe Hanboliee OOIICIPHHSTOS
[PECTABICHHE O ANBEPICHIIMH OCHOBHBIX IPYIII (CYIIepTaKCOHOB). MOHO(HIETHYHOCTB BCEX CYNEPTAKCOHOB, 3a HCKIIFoYeHneM Escavata, oarBepkaaeTcst
HE3aBUCHMBIMU METOJaMHU (PUIOrCHETHYECKOT0 aHAIM3a ITPH UCTIONB30BAHUH KaK YJIbTPACTPYKTYPHBIX IPU3HAKOB, TAK M CHKBEHCOB I'€HOB, KOAUPYIOIIHX pa3-
JIMYHBIE MaKpoMoJIeKyJsl (Gousiee 20). Mono- min naxe napaduiernynocts Escavata monrsepikaercs He Bo Beex cirydasix (Arisue et al., 2005), 1 9TOT TakCcoH,
BO3MOJKHO, cOOpHBIi (monudenernybit). [Tocie10BaTeIbHOCTD JUBEPIEHINH CYIEPTAKCOHOB HE Pa3peIIaeTCst HCIIOIb3yeMbIMU METOIAMH aHAIN3a, OJHAKO
MIOCJIeTHHE YKa3bIBAIOT Ha /1BAa HANO0JIee BEPOSITHHIX MECTOIOJI0KEHNUS KOPHSI IepeBa: 9TO BETBH, BeAyIHe K kiaxy Parabasalia /Diplomonada n x Opisthokonta
(IIpeIIOI0KUTENBHBIC MO3UIIMN KOPHS Ha CXeME 0003HAYCHBI «e104Ko»). Te TAKCOHBI, B KOTOPBIX OTCYTCTBYIOT AUKTHOCOMBI AL, 00BeneHbI pamkoti. buoxu-
MHYECKHE, CTPYKTYPHBIC HJIH MOJICKYJISIPHBIC JOKa3aTeIbCTBA HANYUS PyHKIHOHUpYIoero Al BEISIBICHEI BO BCEX TAKCOHAX, 38 HCKIIIOYeHHEM Retortamona-
da u Oxymonada (pamka o603HaueHa wmpuxogoii aunuetr). CHUTACTCA, YTO KJIETKA MOCJIEAHEr0 00Iero nmpeaka 00aaana IMKTHOCOMON U B XO/I€ IBOJIFOLIH
9ykaproT Al H3MEHSUICS 10 HEY3HABAEMOCTH KaK MUHUMYM 5 pa3 («Gymasichvie cmonkuy, nepeyepkuymole yeproil aunuetl). Cxema odo6uaet nanusie Dacks
etal., 2003; Adl et al., 2005; Arisue et al., 2005.

et al., 2000) crano mepBbIM COKPYIIMTEIBHBIM yJIapoM MO
apxe30iiHoN rumnore3e. B HacTtosmiee Bpems NpUHAILIEK-
HOCTh Microsporidia u Fungi x omHOMY (huoreHeTHYECKO-
My KJIaJly IT0Ka3aHa IpH HCIOIb30BaHUH HYKJICOTHIAHBIX IO~
CJICIOBATEIBLHOCTEH MHOTHMX Te€HOB, B TOM ywnciie 1 MC
pAHK (Fischer, Palmer, 2005). Bropsim ynapom no apxe-
30iHOH runorese ObLIO BHISIBICHHE MUTOXOHJPUAIIBHBIX Te-
HOB B TeHOMax TpezcTaBuTeneil Bcex rpynn Archezoa (Ger-
mot et al., 1996, 1997; Ghosh et al., 2000; Arisue et al.,
2002; Williams et al., 2002; Tovar et al., 2003). B-tpeTbux,
oTCyTCTBHE y Archezoa MHTPOHOB M CHCTEMbI CIUIAiCHHTa
TaKXe He MMOATBEPANIIOCh. B reHOMax npeacraBuTenei Muk-
pocnopunuii, puxomonan (Biderre et al., 1998; Fast et al.,
1998; Fast, Doolittle, 1999), mapabazamumg u qpyrux apxe-
30HHBIX TAKCOHOB BBISIBIICHBI JTUOO MHTPOHBI, JIUOO TEHBI
(akTopoB craiicunra, 160 u To U apyroe (Dacks, Doolit-
tle, 2001). 1 HakoHeI, B-UCTBEPTHIX, CICIYCT CIYUTATH JOKA-
3aHHBIM, B TOM YHCJIE U IPUMepaMH, NPUBEJACHHBIMU B Ha-
crosimeM o030pe, uto Al B SBHOM HIIM CKPBITOM BHJIE NMeE-
eTcs B KJIETKaX BCEX COBPEMEHHBIX JYKapHoOT (pHC. 6; CM.

Tabmuny). COBOKYIHOCTh MMEIONIUXCS TAHHBIX TOBOPHUT O
TOM, 4YTO, CKOpEE BCEro, KiIeTKka 00IIero mpejaka s3ykapuoT 00-
JaaNa MUTOXOHJIPHUSMH, WHTPOHAMH, MEXaHHU3MOM CILIai-
cunra, AI' n BooO11e BceMr OCHOBHBIMH OMOJIOTHYECKHMH H
MOJIEKYJISIPHBIMHU Y€PTaMH, IPUCYIIMMHU KIETKaM COBPEMEH-
HBIX 3yKapuotT (nmureparypy cm.: Dacks, Doolitle, 2001).
[TpocToTa MpeAnONOKUTEIBHO PAHO AUBEPTUPOBABIINX
TPYII SBJSIETCS, CKOPEE BCEro, CIEJCTBHEM BTOPHUUHOU
YTpaThl KJIETOUYHBIX CTPYKTYP, HAIIPUMED B pe3yiIbTaTe napa-
3UTHYECKOTO 00pa3a KU3HHU.

Ycnexu MONeKyIsIpHOH (DUIIOTEHETHKH TOCIEIHUX JIET
MMEJT OTPOMHOE MTOJIOKUTEIbHOE 3HAYCHUE [UIsl CHCTEMAaTH-
KM OJHOKJIETOYHBIX OPTaHM3MOB (IIPOTHUCTOB): YTOUHEHBI
CTapble U BBISIBJICHBI HOBBIE CBSI3M MEX/y TAKCOHAMH; TI0JI0-
JKEHHE psijia TPYII B CUCTEME KapIMHAIBHO NEPECMOTPEHO;
MOJTBEPKICHA MM ONPOBEPTHYTa MIPABOMEPHOCTH BBIJCIIE-
HUS CIIOpHBIX TakcoHOB (Sogin, Silberman, 1998; Cavali-
er-Smith, 1999, 2004; Dacks, Doolittle, 2001, 2002; Adl et
al., 2005). OmHOBpEeMEHHO HOBBHIC JaHHBIC ITOCTABWIIH O]
COMHEHHE TEOPHIO IOCIIEIOBATEIBHON TUBEPIeHIUH TPYIIIT
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I'enbl 6€/1K0B, ACCOUMMPOBAHHBIE € ANNAPATOM '0JIb/ZKH, B PA3IMYHbIX IPYNIAX 3YKApHOT?

T'eHbl GeNIKOB, CBA3aHHBIX C 9HI0OMEMOPaHHBIM TPAHCIIOPTOMO
Taxcon Opranusm

CHUHTaKCHHBI | Snap25® rab arf-gap pB-COP Vps AP Secl
Metazoa, Bilateria Homo + + + + + + + +
Fungi Saccharomyces + + + + + + +
Microsporidia Encephalitozoon + HB" + + + HB" +
Eumycetozoa Dictyostelium + HB" + HB" HB" + + +
Entamoebidae Entamoeba + HB' + + + + + +
Mastigamoebidae Mastigamoeba 27 i " 2 HB" + + 24
Embryophyta Arabidopsis + + + + + + + +
Chlorophyceae Chlamydomonas + HB" + + + + + +
Rhodophyceae Porphyra + HB' HB" HB" + + + HB"
Stramenopiles Phytophthora + HB" + + + + + +
Diplomonadida Giardia + HB" + + + + + +
Kinetoplastida Trypanosoma + HB" + + + + + +
Heterolobosea Naegleria la i 2 7 + HB" HB" 2

4 Tabauua nocrpoena Ha ocHoanuu pador (Katinka et al., 2001; Dacks, Doolittle, 2002; Dacks et al., 2003; Fedorov, Hartmann, 2004), cymmupyrommx
JIaHHBIE COOTBETCTBYIOIIMX FT€HOMHBIX [IPOEKTOB, 33 CKJIIOUEHHEM JIaHHbIX 110 Naegleria u Mastigamoeba, KOTOpPbIE B3SThI U3 OPUTHHAIBHOTO MCCIIEOBAHUS

(Dacks et al., 2003). 0

CHHTaKCHHBI (KOAUPYIOTCS] TeHaMH, TOMOJIOTHYHBIMH S50, sed5, pepl2 Saccharomyces) — Oenku, oTHOCsImMecs k cemeiictBy SNARE;

Shap25 (rensl, romonoruynsie sec9 Saccharomyces); rab — 6enku cemerictBa ['Tda3, npunumaromux yuyacrue B DP-Ionbmku-Tpancnopre; arf-gap — Oenku
cemeiictBa ['Tda3, npHHUMAIOIIMX yYacTHE B TPAaHCIIOpTe Mk Ly LucTepHamu I onbkn; B-COP — cyObemnuna koaromepHoro 6enka COPI, yuacTByrolero B
perporpagHoM DP-T'onbmxu-Tpancrnopre; Vps — O€IKH PETPOMEPHOr0 KOMIUIEKCA, KOAMPYeMble reHamu Vps26 u Vps35 (ux (yHKImS — ydactue B
peLHKInpOBaHuK OeKkoB TpaHc-I onbmKH-ceTr); AP — ceMeicTBO afanTopHbIX OCIKOB, BOBICUCHHBIX B (OPMUPOBAHHE OKANMIICHHUS KJIATPHHOBBIX BE3HKYJI;
Secl — 0esoK, KOTOpBI IpuHUMAaeT ydactue B 3askopuBanid SNARE B memOpane. ® Snap25 BbIsIBIICH TOJNBKO B KJIETKAX MICKOIUTAIOIIMX, BBICIIMX PACTEHUH
U JIPOXOKEH, HO He 0OHApYKEH Y MPeCTaBUTENCH APYTUX NCCICAOBAHHBIX IPYIIT , YTO CTABHUT M0/l COMHEHHE €TI0 KOHCEPBATHBHOCTB, TIPE/IIIONAraeMyo paHee

cM. B Tekcte 0030pa). ' Ten e BoisiBien. A Viccie10BaHust He TIPOBOANINCE.

oT obmiero crBoia.S Cxema IBOJIOLMUOHHBIX CBSI3CH MEXIY
OCHOBHBIMU TaKCOHaMH 3YKapHuoT, 1/1306pa>1<eHHa;1 B BHJC
HEYKOpPEHEHHOH! JICHIPOTPaMMBI, B OOJIBIIEH CTENEHH CoTIa-
CYETCsl C MMEIOIIMMUCS CTPYKTYPHBIMH M MOJICKYJISIPHBIMH
JaHHBIMHU. B TPEX U3 MMECTU CYNECPTAKCOHOB, BBIACIACMBIX
Hogoii xmaccuduxanuerr npoructos (Adl et al., 2005), cy-
LIECTBYET KaK MHHMMYM BOCEMb TPYIII, LEJINKOM COCTaB-
JICHHBIX W3 BHIOB, B KOTOPbIX AI' He BBIABIAETCA B BHIC
KJIACCHYECKOH cTOnKM nuctepH. Ha puc. 6 st rpymnms! oOBe-
neHbl pamxoti. OTHAKO MOJICKYJISIPHO-TEHETHYECKHE H(WIIH)
OMOXMMHYECKHE J0Ka3aTeNbCTBa TOBOPST B MOJIB3Y TOTO,
4TO opraHemia ¢ QyHKusMH Al” nMeeTcs BO BceX M3y4eH-
HBIX rpynmnax. Mckmouenue cocraBisitor Oxymonada u Re-
tortamonada, U1 KOTOPBIX IOKA HE OIYYSHO TAKHX J0Ka3a-
TEJILCTB, XOTSI B POACTBEHHBIX 3TUM Ipynnam TakcoHax Al
npucyTcTByeT B ckpeiToM (Diplomonada, Giardia) wmu 8-
HOoM (Trimastix ) Bume (Dacks et al., 2003).

B oeJIoM CIeAyeT OTMETUTH, UYTO HU NPHU3HAK HAJIUYUA
WIA OTCYTCTBHS JUKTHOCOM, HH YUCIIO IUKTHOCOM B all-
napate ["ob/kK HUKaK He CBSI3aHBI C MHTEHCUBHOCTBIO CEK-
pelMu WM C PacloJIOKEHHEeM TPYIIbl Ha (uioreHeTuye-
cKoM IpeBe. Hampumep, npenonoKuTeNnbsHO «ApeBHUe) Pa-
rabasalida, ©MEIOT XOpOIIO PAa3BUTYIO CHCTEMY YIUIOMIEHHBIX
LUCTEPH, a «IPOABHHYTHIe» Fungi, 3a nckmouenuem Chitri-
diomycetes, BooOm1e nunIeHs! AUKTHOCOM. CII0)KHOCTB Opra-
HU3allUM U KOHCEPBATHBHOCTH 6eJ'IKOB 1 I'€HOB, Y4aCTBYIO-
IOIMX B CEKPETOPHOM TPAHCHOPTE B Pa3IMYHBIX I'pyIIIax

5 [To MHEHHIO HEKOTOPBIX HCCIIEA0BATENEH, OCHOBAHHOMY Ha MOJIEKYJISI-
HOM aHaJIN3€ CUKBEHCOB Psijla KOHCEPBATHBHBIX I'CHOB, JIMBEPICHIIHS IIPEIKOBOI
(hopmeI pom3omLIa Tak cTpeMuTensHo (Big Bang radiation), uro mopsiiok ot-
BETBJICHHS] TAKCOHOB OT OOLIErO CTBOJA ONPEACINTh HE MPEJCTABIIACTCS BO3-
moxxubM (Philippe et al., 2000).

9YKapuoT (CM. TabJIHILy), TOBOPUT O TOM, 4TO Al BO3HHKAT B
9YKapHOTHYECKOW KIIETKE BCEro OJMH pa3 M uTO, MO-BH-
IUMOMY, B KJETKE OOIIero mpeaka OH OB OpraHU30BaH
B Buze cronku mucrepH (Dacks, Doolittle, 2001). IIpsimbim
J0Ka3aTCJIbCTBOM TOI'O, UTO B TAKCOHAX, JIMIICHHBIX JIWUK-
THOCOM, MPOU30IILIA BTOPUYHAS yTpara MOP(HOIOTHIECKH
BBIPAXEHHOTO AT, CITy)KHT BBISIBICHHE TCHOB 1 OCNKOB, y4a-
CTBYIOIIMX B TPAHCIIOPTE MEXIYy KoMIapTMeHTamu [ oibj-
xwu. [IpennonaraeTcs, 4To B X0J€ IBOJIONHH 3YKapUOT
AT u3meHsics kak MEHUMYM 5 pa3 (puc. 6) (Dacks et al.,
2003).

Crenyer NoquepKHYTh, YTO AaJbHEUIINE UCCIIEIOBAHNUS
AT, mopaxaroiiero cBouM Mop(hoJIOrHIeCKHUM pa3HO0Opasu-
€M, KOHCEPBATUBHOCTHIO U YHHUBEPCAIBHOCTHIO (DYHKIIMU B
pa3IMYHBIX TPYyINIax OPraHU3MOB, ITOMOXET OTBETHUTh Ha
MHOTHE Ba)KHbIE TEOPETHUECKUE U MPAKTHUECKUE BOMPOCHI,
CBsI3aHHBIC ¢ MOP(POPYHKINOHATBHBIMA OCOOCHHOCTSAMHU H
TFCHCTHUYCCKHUM KOHTPOJIEM MPOLECCOB BHYTPUKICTOYHOI'O
TpaHCIOPTA.

Pabora BbIMONHEHA MPHU YaCTHYHOW (MHAHCOBOH MOJ-
nepkke UHTAC (mpoekt 99-1732) u Poccuiickoro ¢onna
(yHIameHTaNbHBIX HccneaoBanuii (mpoektsl 03-04-49629,
03-04-49422 u 06-04-48281).
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This review summarizes modern data on Golgi apparatus of parasitic protists and demonstrates how the pa-
rasitic lifestyle determines functional and structural peculiarities of secretory systems in unrelated groups of uni-
cellular parasites, in comparison to ones of «model systems», mammalian and yeast cells. The review covers the
most well-studied protists, predominantly of high medical importance, belonging to following taxons: Parabasa-
lia (Trichomonas), Diplomonada (Giardia), Entamoebidae (Entamoeba), parasitic Alveolata of the phyllum
Apicomplexa (Toxoplasma and Plasmodium), and Kinetoplastida (Trypanosoma and Leishmania). Numerous
recent publications demonstrated that studies on intracellular traffic in the mentioned above parasites essentially
advanced our knowledge of Golgi function, traditionally based on research of cultured mammalian and yeast
cells. Morphology of Golgi organelle in eukaryotes from various taxonomic groups has been compared. Within
three of total six the highest taxons of Eukatyota (Adl et al., 2005) there exist at minimum eight groups represen-
ted by species lacking Golgi dictiosomes. However, biochemical and (or) molecular (genomic) evidences indi-
cate that the organelle with functions of Golgi was present in every studied so far lineage of eukaryotes. Loss of
Golgi organelle is a secondary event, which has been proven by identification of Golgi genes in the genomes of
Golgi-lacking lineages. This loss might have occurred independently several times in the course of evolution.
Neither the number of stacks, nor the size of the organelle correlates with intensity of secretion, or the position
of the species on the evolutionary tree (in terms of presumably early/lately diverged lineages).



