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I. Beenenwue. 11. benku KjieTouHOM CTEHKU APOXKKEN — 00111as1 XapaK-
TepucTtuka u pazHoodpasue. III. CTpoeHue KJIETOUHON CTEHKU
JIPOXKeil U posib GEJIKOB B (DOPMHUPOBAHUU U TOAACPXKAHUM €€
MoJieKyJisspHOIi opraHu3auuu. V. 3akmoueHue.

I. BBEAEHUE

Knerounas crenka (puc. 1) HeJIMKOM MOKPBIBAET APOKKEBYIO KIIETKY,
HapylIas MOHOTOHHOCTb CBOETO CTPOEHMSI TOJIBKO B 00J1aCTH, rie oopa-
3yeTCsI U OTAEISICETCSI JOUEPHSIS KJIETKA. Y IPOXIKE, pa3MHOXAIOIIUXCS
IMOYKOBaHMEM (B YaCTHOCTU y HanboJiee MHTEHCUBHO M3y4aeMbIX APOXK-
Xeil Saccharomyces cerevisiae i Candida albicans), 3Ta 006J1acTh HOCUT
Ha3BaHWE 30HbI MOYKOBaHMs. OT LMUTOMIA3MAaTUYECKON MeMOpPaHbI
KJIETOUYHAs CTEHKA OTAE/IeHA ITePUTLIa3MaTUIECKIM IIPOCTPAHCTBOM.

O0611as Macca KJIETOYHOM CTEHKHU JPOXKIKE MOKET TOCTUTATh 25% OT
Macchl BCeil KJIETKH, TOJIIIMHA ee KoJieojercs B mpeneiax 1000—2500 A.
Ona coctout Ha ~40% 13 MAHHOIIPOTEMHOB U Ha 2% — U3 XUTHUHA; OCTAJTb-
HOE MPUXOAUTCS Ha MOJUMED TII0KO3bI — [It0KaH (Tad. 1).

[1roKaH 9BJIsIETCST BAXKHBIM CTPYKTYPHBIM KOMITOHEHTOM KJIETOYHOM
CTEHKHU, OTBETCTBEHHBIM 32 MOJIEPKaHME ee MPOYHOCTU. [Tox TepMUHOM
«IPOXKIKEBOI MTIOKAH» B HACTOSIILIEE BPEMSI OObEAMHSIIOT HECKOJIHKO TUIIOB
MOJIEKYJT IToJTMcaxapuia, 00pa30BaHHBIX B OCHOBHOM [3-1,3- u 3-1,6-cBs-
3aHHBIMU OCTATKAMM NTFOKO3bI. [JTI0KAH JTOKAJIM30BaH KaK B JIaTepabHOMI
KJIETOYHOU CTEHKE, TaK U B 30HE TOYKOBAaHMsI, KOTOPAsi IO COCTABY OTJIM -

Ipunamote coxpawenusn: KC — xierounast crenka; EDTA — stuneHamaMuHTeT-
paarnerat; SDS — momeumiicynbdat Hatpust; DTT — nutnorpeuton; B-Met —
B-mepkanToaranon, EndoH — N ayemunearoxosamunuoaza H; EndoF — nenmudun —
N-eaukoszudaza F.
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Puc. 1. BnexrponHas dotorpadust KIeTOUHON CTEHKM IpOkKeil Saccharomyces

cerevisiae (x100000).

MI1C— manHompoTenHoBbIH cioit; ['C — rmokaHoBbIii cioit; LITIM — nuroruias-

maTuyeckasi MeMOpaHa.

Tabnuua 1
KomnoneHTs! KJieTOYHOI cTeHKH Apoxkeil Saccharomyces cerevisiae [51]
KomnoHeHThI Komunuectso| OcHOBHOI Egﬁg;}g’ Mr M%I;ggn
KJIETOYHOM CTEHKHN (% or KC) | tun cBg3u P— (x1a) 106 Ha KieTky
MaHHOIpOTeNHBI 40 al,6+al,3+ or <10 2,6
+al,2 1o >450
I'mokan .
- IIeJI0YepacTBOPUMBII 20 B1,3 1500 243 2,5
- IeJI09e/KUCI0TO-
HepacTBOPMMBbIit 35 p1,3" 1500 243 43
- LLIEJIOYEHEPACTBOPUMBIIA,
KHUCJIOTOPACTBOPUMBII 5 B1,6" 140 23 6,6
XutnH 2 pl.4

a — Kak nipaBuiio, B-1,3-m10KaH COAEepKUT HEKOTOPOE KOJMUEeCTBO f3-1,6-CBsa3eil.
B cBoto ouepenpb, B B-1,6-CBI3aHHOM TJTIOKaHe TPUCYTCTBYIOT B-1,3-cBsizaHHbBIE

OCTaTKU IJIIOKO3bI.

0 — Jlannbiit Tun rimoxkana B KC aposkokeii, mo-BUIMMOMY, KOBAJIEHTHO CBSI3aH C
XUTUHOM, YTO OOYCJIOBIMBAET €r0 YCTOMYMBOCTD K BO3IEMCTBUIO KUCIOTBI U 11Ie-

JIOYH.
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YaeTcsl OT OCTaJbHOM MOBEPXHOCTHU IJIAaBHBIM 00pa30M BHICOKMM CO/IepP-
JKaHWeM XUTHHA.

XUTUH — MUHOPHBIH, HO Upe3BbIYAITHO BaXKHbI KOMITOHEHT KJIETOUHOM
CTEHKU IPOXKEN — MpeAcTaBisgeT co0oi mommep ¢ 3-1,4-cBsI3aHHBIMU
ocratkamu N-anetwirmoko3amuHa. [Ipumepro 90% storo coenmHeHUS
HaXOJUTCsI B 00J1aCTH 00pa30BaHUSI U OTAEIEHUS JOUEPHUX KJIETOK — I10-
yekK. B 3Tolt 30He XUTHUH y4yacTBYET B MOCTPOCHUM MEPBUYHOM TMepero-
POJIKU — CEIThI MEXIY MaTEPUHCKON U JoUepHell KJleTKaMUu U 00pa3yeT
JKEeCTKOEe KOJIbllOo, 3alllMIIalolilee KaHal MexXay HUMU. B natepanbHoii
KJIETOYHOM CTeHKE JIOKATN30BaHO TTpuMepHO 10% XxuTnHa.

MaHHONPOTEeUHOBBI KOMITOHEHT KJIETOUHOM CTEHKU J0JITO€ BpeMs
CUMTAIY MEeNTUIOMaHHAHOM, a caMy KJIETOUHYIO CTEHKY MPeJACTaBIsIIN
KaK MHEPTHYIO CTPYKTYPY, COCTOSIILYIO B OCHOBHOM 13 MOJIMCAaXapUIIOB,
OCHOBHAas$l pOJib KOTOPO# CBOAMTCS K 3alllMTe MPOTOIiacTa OT MeXaHu-
YECKUX ITOBPEXICHUI.

B nocienHee BpeMsi HaMeTUJICSI CYLIIECTBEHHbIM ITporpecc B pa3BUTUM
HalIWUX TPeJACTaBIeHUN O CTPOEHUU U (PYHKUUSX KIETOUHOW CTEHKM
npoxckeid. [TokazaHo, UTo oHa MpeICcTaBIIsSIET COOOM AMHAMUYHYIO, TTOJIU-
(byHKIIMOHATBHYIO U (DU3MOJIOTMYECKN aKTUBHYIO OpraHesuly, KoTopasl
OTBEYaeT 3a OCYIIECTBIIEHUE BCETO KOMILIEKCa B3aUMOOTHOIIIEHUIN MEXTY
MUKPOOPraHU3MOM U OKpYKalollieii cpenoii. KieTtouHast cTeHKa BbINOJ-
HsieT (pyHKIIMIO HapyHoro ckejieta. B KC pacrionaraioTcst petienTopbl 1
OHAa UIpaeT BAXKHYIO POJIb B UMMYHOJOTUYECKUX peaKLIUsIX, U, KpOME TOTO,
Y4acTBYET B OCYILIECTBIEHUM KOHTPOJIS METa0OJIMYECKUX TTPOLIECCOB (hak-
TOpaMM BHelIHel cpeabl. Bo MHOroMm nporpecc uccienoBaHui CBsI3aH ¢
ycriexaMu, TOCTUTHYTBIMU B ITOCJIETHUE TOJIbI B 00J1ACTU U3YUYEeHUS CTPYK-
TYpbI U DYHKLUI OEJIKOB pa3IMuHOMN CTeNIEHU INIMKO3UIMPOBAHMST, KOTO-
pble hOPMUPYIOT MAHHOIPOTEMHOBBIM KOMITOHEHT 3TOI OpPTraHEesUIbl.

Ele He Tak 1aBHO BechbMa CITOPHBIM BOITPOCOM OBbLIO CaMO CYIIECT-
BOBaHMe OEJIKOB B KJIETOUHOI CTeHKe Apoxkeit. MHorue ucciaenoBarein
roJiaraju, 4To Kak (0epMeHTbI, TaK U CTPYKTYpHbIE OEIKU, BblaesieMble
U3 MpernapaToB KJIETOYHOU CTEHKU, SIBJISIIOTCS] IPUMECSIMU BHYTPUKJIIE-
TOYHOTO cofiepkuMoro. CoBeplilieHCTBOBaHKE METOJIOB OMOXUMUM U MOJIe-
KYJISIPHOU OMOJIOTUY IIPUBEJIO K PE3KOMY YBETMUEHUIO 00beMa nHMOpMauu
0 CTPYKTYpe OeJKOB KJIETOUHOM CTeHKHU IPOXKel 1 TO poJiu, KOTOPYIO
OHU UTPaloT B (POPMUPOBAHUN MOJIEKYJISIPHOTO aHCaMOJIsI 3TOM OpraHesuTbl.
HaxkomieHHBII (hakTUUeCKMii MaTepra MO3BOJIIeT 00Jjiee ITOJIHO IIpe-
CTaBUTb HE TOJILKO POJIb OEJIKOB B MOJIEKYJISIPHOM OpraHM3aliuy KJIeTOYHOM
CTEHKU APOXKel, Ho U caMy cTpyKTypy KC.

B naHHOM 0030pe caenaHa MmomnbITKa 0000IIUTh U TTPOAHAIMPOBATh
UMeloIIMecs K HacTOsIIIEMY BpEMEeHU TaHHbIE O POJIU OEJIKOB B (hopMU-
POBaHUY KJIETOUHON CTEHKH APOXCKE.
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I1. BEJIKA KJIETOYHOI CTEHKM JIPOXXKEN —
OBIIAA XAPAKTEPUCTUKA 1 PASHOOBPASUE

Drxemparuus 6eaxos. [1pu n3ydeHnn OeIKOB BeChbMa BaXKHOM SIBJISIETCS
mpo0JieMa X SKCTPaKLIMU U3 KJIETOYHO CTEHKU — CJI0XHOM U TPOYHOI
CTPYKTYpPHI, B GOPMUPOBAHUYN KOTOPOU IPUHUMAIOT YIaCTHUE PA3IUUHbIE
TUIIBI CBSI3€H: KAK KOBAJIEHTHBIE, TAK 1 HEKOBAJIEHTHBLIE.

B HEKOTOpPBIX clTydyasiX CIocod SKCTPAKLIMU JIEKUT B OCHOBE KJIACCH -
¢ukanuu BoiaensieMbix 6esikoB. benku uz KC apoxokeid MOXHO 9KcTpar-
poBatb, npuMeHsiss EDTA, SDS, BoccranasnuBatomue peareHnl (DTT,
B-Met) B coueTanum ¢ HarpeBanueMm [18, 23, 72, 98, 99], v ke Takue
xumMmnueckue areHThl Kak NaOH, NaCl u moueBuHa [7, 15, 64, 66, 67].

MoryT ObITh UCITOJIL30BaHbI TAKKE THIPOIA3HI C PA3JIMYHOM CyOCT-
paTHO creu(UIHOCTHIO: MHIANBUAYAbHbIE (DEPMEHTHI (IPOTEUHA3HI,
B-rmokaHa3bl , MaHHO3MIA3a) |3, 36, 87, 95], mpenapaTsl, comepxKaline
HECKOJIbKO (PepMEHTOB (KaK MPaBWJIO CMECh TTIOKAHA3bl C MPOTEUHA-
3aMU — 3UMOJINA3a, TUTUKA3a) UJTU 3Ke TaKUE KOMITJIEKCHBIE IMTUYECKIUE
npenapaThl, Kak, HarpuMep, XeJInkasa (3KeJIyIOYHbI COK BUHOIPaHOMI
yIUTKM) (2, 23, 37,72, 98].

INepeunicieHHbIE peareHThl TPUMEHSIOTCS 115 TOTyYEeHUST OeJTKOB KaK
U3 U30JIMPOBAHHBIX KJIETOUHBIX CTEHOK, TaK U C TMTOBEPXHOCTH IIEJIbIX
KireToK. Mcrionb3oBanme pepMeHTOB MTO3BOJISIET BBIIEIISITH OSITKY, KOTOpPBIS
HE DKCTParnpyoTCcsd XUMUIECKUMU peareHTaMu, OAHAKO MPUMEHEHKE 5TOTO
METOJIa UMEET OTPAHUUEHHUSI, CBSI3AHHBIE C HEOOXOIUMOCTBLIO CTPOTO
KOHTPOJIMPOBATh YUCTOTY UCITOJIb3YEeMbIX THPOJIa3, TaK KaK HEKOHTPO-
JINpyeMBble IPUMECU MOTYT CUJIBHO U3MEHUTh XapaKTepUCTUKHU BBIIEIISI-
€MBbIX OEJIKOB.

YacTo BOBHUKAET OMTACHOCTD 3arpsI3HEHUS OEJIKOB, BhIICISIEMBIX 13
KJIETOYHBIX CTEHOK, OeJIKaMU BHYTPUKJIETOUHOTO coepkumoro [17, 22].
HenaBHo 0bL1 pazpaboTaH MeTO, ITO3BOJISTIONINI YaCTUYHO PEIINTD TaH-
HYIO ITpo0ieMy. MeToa 0CHOBAH Ha MCIOJIb30BAHWUU ITPOU3BOIHOTO OMO-
THHA, KOTOPLIN 1o TaHHBIM Ka3aHOBEI ¢ COABT. ClIOCOOEH METUTH TOJIBKO
MMOBEPXHOCTHBIE OEIKM KJIETOUHOM CTEHKHU ApoXoKeit [ 22].

Tukosunuposanue. Kak yxxe ylmoMuHaI0Ch, TOAABIISIIONIEE OOIBIITNH-
CTBO OEJIKOB KJIECTOYHOM CTEHKU APOXKKEN SIBISIOTCS TTUKOITPOTEMHAMMU.
JInIb B HECKOIBKMX paboTaxX COOOIAETCST O HAJTMUKMU B KJICTOYHOM CTEHKE
HETJIMKO3WIMPOBAaHHBIX 0eKOB [§, 9, 21, 32]. K HacTosmieMy MOMEHTY 00-
Hapy>KeHO 3 TUIIA IMKO3UIUPOBAHMSI OEJTKOB KJICTOUHOI CTEHKU IPOKKEH.

1. O-manHO3UIMpoOBaHKUe. MHOrMe OeIKM coaepKaT KOPOTKIE Hepas-
BETBJICHHBIC MAHHO3HbIE LIETTN, KOTOPbIE IIPUCOSTUHEHBI K MOJIEKYJIE Oe/IKa
rpu ToMo1y O-TJIMKO3UIHOM CBSI3U MEXKIY OCTATKOM MAaHHO3BI Y TUAPOK-
CMJILHOM IPYIIIION ceprHa Win TpeoHrHa |84, 85]. Drta cBsi3b pa3pyliaeTcs
TIpY IEUCTBUM cITabo mietou (3-ammmMuHnpoBaHue). O-cBa3aHHBIE TTO-
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JIcaxapuIHbIe IETTOYKH COIep-

KaT OT OJHOrO IO MITU (KaK

MPaBWJIO YEThIPEe—IISITh) MAHHO-

3WILHBIX OCTATKOB (pUC. 2). Cc=0
KomuuectBo O-CcBsI3aHHBIX |

MaHHO3HBIX LIeTIE Ha OLHY MO- C—-CH,~0—M,~M;—M5-M;—M

JIeKyJTy GeJika MOKET ObITh JTOC- |

TATOYHO BEJMKO, ITO3TOMY KO- NH
JIMYECTBO MAHHO3bI, TIPUCOE/IM -

HEHHOW K 0eJIKaM TaKUM CIIO- \
CcOOOM MOZKET COCTABIIAATH OKOJIO

12% ot 0011eT0 YnCila MAHHO3- C=0
HBIX OCTATKOB B MAHHOIIPOTEN - |

Hax KJIETOYHOM CTEHKH JIPOXK- C—CH-0-My,—M,~M;M;—M
xkeit [91]. OcTaTKu MaHHO3bI | ICH
CBSI3aHBI MeX1y coboii a-1,3- NH 3
na-1,2- cesa3amu. Onurocaxa-

PUIBI TAKOTO THIIA JIOKAJIU3Y- \

I0TCS MPEUMYIILECTBEHHO B

Ser/Thr-6orarbix oonacTsax 6en-  Puc.2. CprKIypa O-cBg3aHHBIX onMrocaxa-

KOB, KOTOpre, BO3MOXHO, UMé- PUAHBIX LICTIEU FJ'{'I/IKOHpOTeI/IHOB KIJIIETOYHON
CTEHKU JIPOXKXKEU.

0T 3KECTKYIO (HETUOKYIO) 1 BbI-

TSIHYTYI0 KoH(opmaruto [40].

2. N-MaHHO3UJIMpOBaHUE.
PazBeTBiIeHHbIE MAHHO3HBIE
LeMU TPUCOEAMHSIIOTCS K O€JTIKY Yepe3 XUTOOMO3HBIN MOCTUK MPU MOMOIIN
N-TIMKO3UIHOM CBS3M MeXK Ty ocTaTKoM N-ateTuiraokozamuna [11, 70]
¥ B-aMUIHBIM a30TOM actiaparufa (puc. 3). N-TJIMKO3UICBA3aHHBIM TT0-
Jiucaxapuji CTabuJIeH B IIeJI0UM, HO MOXET ObITh YAaJIeH Mo AeliCTBUEM
cneuuduaeckux pepmeHToB — EndoH-EndoF-rnuko3nnas.

[Iuko3unupoBaHye JaHHOTO TUTIA TPOMCXOIUT MPU y4aCTUM OCTaTKOB
acriaparvHa, BXOISIIUX B cocTaB Tpunentuaa Asn-X-Ser/Thr, rne — X
9TO 1100ass aMMHOKKCI0Ta 3a UcKItoueHueM Pro [55]. TlokazaHo, utoy
JIPOXKKEN MCTIONb3YeTCs 115 TIMKO3UIMPOBaHUSI He 00Jiee TPETU TaKUX
MOTEHIMATBHBIX caiiToB [93].

B pesynbrate reHeTUYECKOTO M XMMMYECKOTO aHaJu30B yaajloch
YCTaHOBUTb, UTO BbICOKOPA3BETBIEHHbIE MAHHO3HBIE LIETIM HEOHOPOIHbI
M0 CTPOEHUIO U COCTOSIT M3 BHYTPEHHEM 4acTh — TaK Ha3bIBa€MOT'0 KOpa,
B KOTOpPbIii BXOAUT 12— 15 MaHHO3HBIX EIMHULL U BapuaOeIbHOM Mo CBOUM
pa3MmepaM BHeltHel uenu. [TocnenHsst, B cBO ouepeb, 00pa3oBaHa Oc-
TaTKaM1 MaHHO3BI, COSTMHEHHBIMU O - 1,6-CBSI3bI0 B IICHTPAIBHOI IIETTH K
KOTOpPO# TpUCOeIMHEHbI KOPOTKHME OJiurocaxapuibl ¢ 0-1,2- ua-1,3-cBs-
39MU. [78]. B HEKOTOPBIX Cilydasix y ApOX Keil HaXOAsIT TUIepMaHHO3M-

3pech 1 Ha ipyrux pucykax M, M,, M; u T.1.
03HauyaeT MaHHO3Y U COOTBETBCTBYIOLIYIO
IJIMKO3UIHYIO CBSI3b [51].
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Puc. 3. Ctpykrypa N-CBSI3aHHbBIX OJIMTOCAXapUIHBIX LIENEi TTMKOMPOTEUHOB Kile-
TOYHOM CTEHKU JIPOXKE.

M — manHo3a; GlcNac — N-auerwi-rioko3amuH; P — ¢ocdat [51].

JIMPOBaHHbIE LIETTN, CBSI3aHHBIE C TOTTOJTHATETBHBIMI MAaHHO3HBIMU LETISIMI
nocpeactBoM pochoanarupHOIi CBI3M WIK XKe HEOOBIYHO KOPOTKIUE 1
MaJiopa3BeTBJIeHHbIe Lienu [12, 33, 79].

3. benku, coaepxaiiue rMKoO3ua-GhochONHOZUTONbHBIN «SIKOPb».
JaHHBIN TUN TIUKO3WINPOBAHUST U3BECTEH Y IPOXKEH CPaBHUTEIBHO
HelaBHoO | 26]. HekoTophbie 6eTK1 KJIeTOYHOM CTeHKH comepskat Ha C-KOHIIe
Tak HasbiBaeMblit GPI-sikopb (rruko3uadochonHO3UTONbHBIN SIKOPD),
CTPYKTypa KOTOPOTo M300pakeHa Ha puc. 4.

B otiuuue ot N- u O-cBsizaHHbIx Henield GPI-sikopb mpucoeanHeH K
0enKy uepes pocdoaTaHoIaMUH HEPEAYLIMPYIOIINM KOHLIOM CBOEH 1O -
caxapuaHoii uernoyku. Bmecro ocratka quanwiriauueposna B GPI-3asko-
PEHHBIX OeJIKaX MOKET OBITh BCTPOEH LIepaMMT , a MAHHO3HAS LIETTh MOKET
MMETh pa3BeTBIeHUs [52, 88, 89].

AHaJIM3 reHOB, KOAWPYIOIINX TaKKe OSJIKH KIIETOYHOM CTEHKH APOXK-
Kel, CBHIETETLCTBOBAJ 0 HATMIn y HUX C-KOHIIEBOTO (DparMeHTa, coc-
TOSIIIIETO M3 OCTAaTKa IJIMIIMHA WX acraparnHa ((pyHKIIMOHUPYET B Ka-

M unu M
32

DochaTuanIMHO3UTON M Oerok
|

I ] 4 65,22
nrarunmnuepoi—P—uHosuron— GleN —-M—M=M= dochostanoramuu-+C=0

Puc. 4. Ctpykrypa GPI-«siKopsi» INTMKOMPOTEMHOB KJIETOYHOU CTEHKU APOXKKeEH [59].

M — manuora: GleN — rwokozamuua: P — dhocda
M MaHE 5 1H; I @ocear.

103a, WaCIN 10K 0OsaMy <
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YECTBE caliTa paclleIIeHUs TS Iocieaytoliero npucoenuHeHns GPI-sko-
psl), MOJISIPHOTO IoMeHa (MSITb—AEeCATh aMUHOKHUCIIOT) U TUIPO(POOHOTO
JoMeHa (TIsITHaauaTh—ABaalaTh aMUHOKHUCIIOT). Y psia OeJIKOB HaJlnure
GPI-sixops 6b110 MOATBEPXKACHO SKCIIEPUMEHTAIBLHO [46].

C IMOMOIIIBIO TAKOTO «SIKOPsT» OEITKI MOTYT 3aKPETUIATHCS B LIMTOILIA3-
MaTmyeckoit MeMopaHe. [TokazaHo, TakKKe, 9YTO OCTATKH TITIOKO3HI, OTTpe-
JieJIsieMbIe B COCTaBe MIMKOIPOTEMHOB C JAHHBIM TUTIOM TJIMKO3WIIAPO-
BaHUSI 3aKPEIICHHBIX B KJIETOYHO CTeHKE, a He B IIMTOTLIa3MaTUIeCKOM
MeMOpaHe, He MOT'YT OBITh yAaJIeHbI ¢ omolublo EndoH (EndoF)-nernm-
KO3WJIMPOBAHUS, YYBCTBUTEIBHBI K TIEPUOJATHOMY pacCIIeIUICHUIO U
TIPaKTUYECKH ITOTHOCTBIO YAAISIOTCS B pe3yJibrate aeiicteus [3-1,6-rimo-
KaHa3sbl [59, 98a].

CoueTraHre METOIOB 9H3UMATUIECKOTO THApOJn3a 3- 1,6-TIroKaHa30i
U paciierieHus pochoapUpHBIX CBSA3el (DTOPUCTOBOIOPOIHOM KUCTOTOM
TTOKA3aJI0, YTO TaHHBIE OSJTKY B KJIETOYHOI CTCHKE IPUCOSTMHEHBI K TITFOKa-
Hy TTIOCpeaCTBOM (hochoaTaHOIaMIUH —MaHHO3HOTO MOCTHKa [46, 52, 60].

[Mo-BuaAMMOMY B IEpBUYHOM CTPYKTYpe OSITKOB KIIETOYHOM CTEHKH,
Hecymmx G PI-sikopb, KOTOpBIE 3aKperieHBl B MeMOpaHe, 1 TeX, KOTOpbIe
KOBaJIECHTHO CBSI3aHBI C TTIOKAHOM KJIETOYHOM CTEHKH, CYIIECTBYIOT
paznmuuus [34, 96]. OmHAKO 3TOT BOIIPOC UCCIIEAOBAH €ellie KpaitHe MaJio.

B nuteparype npuHsTO AeieHUE OEIKOB MO COCO0Y UX SKCTPaKIUU
Ha TP TPYTIITHL:

1 — ©enKu, aKCTparnpyeMble U3 KIIETOYHBIX CTEHOK JeTepreHTaMu U
THUOJIOBBIMU peareHTaMu TP HarpeBaHWM.

2 — 6enku, BoineneHHble u3 KC mocne ynanenust SDS/B-Met-dpak-
LIV IO IEVCTBUEM TJTFOKaHa3. DTO TaK Ha3bIBaeMbIe «ITTIOKaHAa30-3KCTpa-
rupyemble» OeIKHU.

3 — 0esIKM, KOTOpble MOTYT ObITh BhleeHbl U3 KC (mocie ynaneHust
SDS/B-Met-bpakium) Ipu AeHCTBUM IIeJI0U. TaK Ha3bIBaEMBIE «IIEJI0-
YEIKCTPATUPYEMBIC» OETTKU.

Takoe nmeieHne, B CBOIO OYepedb, OTpaskaeT CIOCOo0 3aKpeTUIeHUsI
MOJIEKYJT 6GEJIKOB B TOJIIIE KIETOYHOM CTEHKHW M OTYACTU TTO3BOJISET
CTPYIIIPOBATH OETKH TT0 XapaKTePy OCYIIECTBIISIeMbIX MU (DYHKIIHIA.

beaku, sxcmpazupyemvie demepeeHamu U MUOA08bIMU Pea2eHMAMU NPU
Haepesanuu. B TIepByI0 TPYIIITY BXOIAT O€IKM, 00JIagaroIie B OCHOBHOM
(bepMeHTATUBHOI, a THOTAA ¥ MHOI MeTabOIMIeCKO aKTUBHOCTBIO M,
MTO-BUIUMOMY, HEe BXOIST OEJTKY, BBITIOTHSTIONINE CTPYKTYPHYIO (DYHKITUIO
(BO3MOXHO, 3a OMHUM HMCKITIOYEHHEM Ha KOTOPOM MBI OCTaHOBHMCSI
no3gHee). Crioco0 MX 3KCTPaKLUKU CBUIETEIBCTBYET O TOM, UTO OHM
3aKpeIUIeHBI JIN00 HEKOBAJICHTHO, MO0 TMOCPEICTBOM JAUCYITh(MOUIHBIX
MOCTHKOB, 00pa3yeMbIX MEXKTy IIMCTEMHAMHU COCSTHIX OSITKOBBIX MOJICKYT.



112 T.C.Kanebuna, U.C.Kynaes

Kpome Toro, B 3T0#1 rpyIITie BO3MOXHO IIPUCYTCTBYIOT TaK Ha3bIBaeMEbIE
«TPaH3UTHBIe» OEJIKI, KOTOPBIE B 3aBUCUMOCTH OT YCJIOBHIA BBIPAIITBAHMS
TIPOXKSKEH TMOO MOTYT OBITH MHKOPIIOPUPOBAHBI B KJIETOUHYIO CTEHKY, JINOO
TocJIe KpaTKOBPEMEHHOTO TIPeOBIBAHMS B HEIl MOTYT BBEIXOIUTH B CPEIY
KYJIBTUBUPOBAHUS, 00pa3ys TPYITITY CEKpeTUpyeMbIX 0e1KoB. CyIecTBY-
0T, OTHAKO, TAHHBIE, CBUIETEILCTBYIOIINE O TOM, YTO CEKPETOPHBIE OSJIKH,
TTepBOHAYATBHO ABMKYTCS ITO OOIIIEMY CEKPETOPHOMY ITYTH, a Ha ITO3THE
CTaJIN¥ CEKPEIINU AEJIATCS Ha IBa TTOTOKA — MeprpepUitHbIN 1 SKCITOPT-
HBIIA. B CBS3M ¢ 3TUM ceKpeTupyeMble BO BHEIITHIO cpeny (hepMEHTHI,
BO3MOXHO, He TOIMaJaloT B KJIETOYHYIO CTEHKY, a TIPOXOIAT Yepe3 Hee
0COOBIM, IO KOHIIA He ICHBIM TTyTeM [61].

PacxoxmeHus B olleHKe KOJIMYeCTBa OEJTKOB, BXOIAIINX B JTaHHYIO
¢pakuuio, BechbMa Beuk [51]. Ha mepBbix aTanax uccienoBaHus OEJIKOB,
Bxoasamux B coctaB KC apoxcokeit, 60bIINiA TTporpecc ObUT TOCTUTHYT B
00J1acT! 3ydeHUsT TMeHHO (hepMeHTOB. OMHAKO M B 5TOM HaIIpaBJIeHUN
paboTeI UK BecbMa MeieHHO. OCHOBHOM TPYTHOCTBIO, C KOTOPOU CTall-
KUBAIMCh UCCIISIOBATEIIN ITPU N3YIeHUU CTPYKTYPBI (DEPMEHTOB, ACCOLI-
MPOBAHHBIX C KJIETOUHOI CTEHKOM 1 cIToco0a MX BCTpauBaHUsl, Obljia ITpo0-
JIeMa MX 9KCTPaKIMKU 0e3 MoTepy aKTUBHOCTH, M HAJIMYME aleKBAaTHBIX
JIOKA3aTeTbCTB MCTUHHON TTPUHAIJICXKHOCTH BBIISISIEMBIX (DEpMEHTOB
KJIETOUHOM cTeHKe. Tak, HarpyuMep, (hepMeHT MHBepTa3a, paHee YIIOMITHAB-
LLIMICS B KauecTBe TUITMYHOTO npectaButessi oepmeHToB KC [48, 54, 82], B
rocjeaHee BpeMsl Mo-BUAMMOMY UCKJTIOUEH U3 3TOTO NepeuHs [24, 25].

Pe3ybTraThl OMHUX MCCIIeIOBAHII TOBOPST O BeChbMa OTpPaHUYECHHOM
KOJITYeCTBE OETKOB 3TOM IPYITITHI, TPUHAIIEKHOCTb KOTOPBIX KIIETOYHOI
CTeHKE MOXXHO CUYMTATh CTPOTO MOKa3aHHO [66]. CorstacHO ITpOTHBOIIO-
JIOXKHOM TOUYKE 3peHMST K TAKUM OeJTKaM MOXKET ObITh OTHECEH OOTBIIOMN
Habop (pepMEHTOB U OEIKOB C MHOM METa0OJIMIYECKOM aKTUBHOCTHIO, B
YUCJTO KOTOPBIX BXOSIT TaKKE TUTTUIHO BHYTPUKIIETOYHBIE (hePMEHTHI KaK,
HaIpuMep, eHoJjasa [24, 25, 30].

HccnenoBatenu 0ObSICHSIIOT (DakKT HATMUKsI TAKOTO pojia (pepMEHTOB B
KC gpoxkeit usmeHeHreM (U1 10TTOJIHEHUM ) (DYHKIIM I 3TUX (hepMEHTOB
B TOM CJTydae, eCJI OHU JIOKAJTU3YIOTCS Ha TIOBEpXHOCTH KJIeTKH. Tak, Harpu-
Mep, TIpeIToJiaraeTcs, YTo aTKOTOTBICTHAPOTeHa3a Ha ITOBEPXHOCTH KIIETOK
npoxxkeit C. albicans ciy>Xut B KauecTBe perientopa (huOpoHEeKTUHA XKUBOT-
HBIX KJIETOK X03siHa [73]. EcTb 1 e1tie mpuMepbl momooHoro pona [24, 42].

ITockobKy KiIeTOUHasI CTeHKa SIBJISIETCS] KOMITAPTMEHTOM, B KOTOPOM
HauyMHAETCS paclleTuIieHe MUTaTeIbHBIX CYyOCTPaTOB, KaXKeTCs BITOJTHE
OITpaBIaHHBIM HAJTMYMeE B Heil TAKOTO poaa pepMEeHTOB KaK Kucast poc-
¢arasa (tadi1. 2). Beicka3bIBaIoOCh MPEeanoaoXeHne, YTO KOHCTUTYTUB-
Hast popMa kucoit hocaTtasbl SIBISIETCS] CTPYKTYPHBIM 37ieMeHToM KC 1
MOXET yJacTBOBATH B €€ TTIOCTPOCHUHN Y JOUYePHEN KITETKH IPOXKKeit [6].



Ponv 6eakoe 6 cmpykmype KaemouHoti cmenKu 0poiciceli 113

Tabauua 2
TunpoanTuyeckue gepMeHTbI KIETOUHOM CTEHKH APOAIKEH™

®epMeHT Kommentapun

Dx30-f-(1,3)-rmokaHa3bl KOHCTUTYTUBHBIE UM MHAYLMOENbHbIE (EPMEHTHI, MpU-
cyrctBytoT B KC nposkkeil pa3inyHONi TAKCOHOMUYEC-
KOIf TpuHauIeskHOCTH (B yacTHOCTH, Candida w Saccha-
romyces), y4acTBYyI0T B MopdoreHeze KC.

DK30III0KaHa3a snokanuzoBaHa B KC ackocmnop.
(criopysIliMOHHAsT)

B-1,3-rmiokaH TpaHcde-  KOHCTUTYTUBHBIN epmeHT (Bgl2p) nmpucyrcrByet B KC

paza NPOXCKEN Pa3IMyHON TaKCOHOMMWYECKOW TPUHAIIIEXK-
HoctH (B yacTHocTH, Candida n Saccharomyces), yaact-
ByeT B coopke KC.

XUTUHA3BI yuyacTByioT B MopdoreHeze KC.

dochonmmasel y apoxckeii poga Candida MoryT sIBISITbCSl (haKTOPOM BU -
PYJIEHTHOCTH.

Kucnas pocparaza BO3MOXHO SIBJIIETCSI CTPYKTYPHbBIM 3JieMeHToM KC.

T'emonuTnueckuii pakrop oOHapyxkeH y npoxkeit poga Candida.

MeTamiornentuaasa —

Tperanaza —

* B tabauiie cyMMUpPOBaHbI JaHHbBIE 0030poB [24, 25].

[TpumeuaTeabHOM 0COOEHHOCTHIO KJIETOUHOM CTEHKM IPOXIKEi SIBIISI -
eTCsI HaJIM4YKe B €€ COCTaBe OOJIBIIIOTO KOJIMYeCTBa (hepMEHTOB, U3BECTHBIX
BJIMTEpaType KaK «TMapoJia3bl CyOCTpaTOB KJIETOUHOM CTeHKU» (Tab1. 2).
M3BecTHO, 4TO MHOTHME U3 3TUX (pepMEHTOB ITpUCcyTCTBYIOT B KC B 60/1b-
IIIOM KOJIMYECTBE U MPAKTUUYECKM Ha BCEX CTaAMSIX XKU3HEHHOTO LIMKJIA.
HecMmortpst Ha TO, uTo 0 Hammuuu B KC 1ietoro psina pepMeHTOB, TUIPOIM -
3YIOIIMX IIIOKAH, U3BECTHO I0CTATOYHO AaBHO [38] 10 CHX ITOp HET OTYET-
JIMBOTO TIPEACTABICHMS O TOM, KaK 3TU (PePMEHTHI BCTPOEHBI B KJIETOUHYIO
CTEHKY U KaK ITPOMCXOIUT PETYISLINS UX aKTUBHOCTH.

Bropyio 1 TpeThIo rpymITbl COCTABIISIIOT O€JIKI, KOBAJICHTHO CBSI3aHHbBIC
¢ aneMeHTaMu TojucaxapuaHoro kapkaca KC gpoxokeii. B mocienHee
BpeMs MOSIBUJIACH TEHACHLIMS UMEHHO 3TU OeJIKM paccMaTpUBaTh B
Ka4yeCTBe MCTUHHBIX O€JIKOB KJIETOYHOM CTeHKHU. [|laHHbIe TPYIIIIBI OSIKOB
c(hopMUPOBaHBI IByMS OTJMYAIOLIMMUCS IPYT OT ApYTra TUMaMU MOJIEKYJI.
DyHKLIIMY KX TTO-BUAMMOMY Pa3TUYHBI.
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Puc. 5. Cxema npenmnosaraemoro BctpauBaHusi GPI-0ekoB B KJIETOUHYIO CTEHKY
npoxkeit [59].

(a) GPI-gkops: EtN — araHonamuH, P — pocat, M — maHo3a, GIcN — rimoko3amMuH,
I — unosuron, AQ — amuHokucaota. K nuHosurosy yepes pocchar nprucoeauHeH
dochonunu.

(6) Pacmierienue riinkana GPI-skopsi. CTpesikoit oTMeueH penylupyoiiii KoHell,
«X» — TUTIOTETUYECKU I KOMIUIEKC C OETKOM WU IPYTUM «aKTHBATOPOM».
(B) ®opmupoBaHUe TIIMKO3UIHOM CBS3M ¢ TiIoKaHOM. G — TJTIOKO3a.

benku, sxcmpaeupyemvie earoxanazamu. DT OSIIKA XapaKTepU3YIOTCST
BBICOKUM COJEPKAHMEM CEPUH- Y TPEOHUH-00raThIX 001aCTei U INTMKO3MII-
$0ochorMHO3UTONBHBIM sIKOpeM Ha C-KOHIIe MoJunenTuaHoi uenu. Mx
MPUCOEINHEHHE K INIIOKAHY KJIETOUHOM CTEHKU OCYILECTBISIETCS 3 CUET
CBSI3BIBaHMS MaHHO3HOTO ocTaTKa G PI-stkopst ¢ B-1,6-rmokaHoM (puc. 5);
JTaHHAas CBSI3b ObLIA MPOAEMOHCTPUPOBAHA KAK XUMUYECKU TaK U TEHETU -
yecku [46, 76, 86, 101]. dpyrue cBs3u, NO-BUAUMOMY, HE YUACTBYIOT B
3aKpeTJIieHUM 3TUX OEJIKOB B KJIETOYHOW CTEHKE. YIaJeHUe y 3THUX
O6enkoB C-KOHILIEBOro (pparMeHTa, HEOOXOAMMOTO ISl IPUCOETUHEHUS
GPI-gkops, MpUBOIUT K TOMY, UTO JaHHbIE OEJIKU HAUMHAIOT CEKPETUPO-
BaThcs B cpeny [101].
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GPI-6enxku moryT ObITh 9KcTparupoBaHbl U3 KC B pe3ysibrare oopa-
oorku 3-1,3- u B-1,6-T1I0KaHa3aMu, OHAKO UMEHHO [3-1,6-ToKaH
WTpaeT KIIOUEBYIO POJIb B 3aKpPEIICHNN JTaHHBIX OEIKOB B KJICTOYHOM
creHke [59]. @yHKINM GOJIBIIMHCTBA «TJIFOKAHA303KCTPATUPYEMBIX»
6eskoB, Hecymx G PI-sikopb, onmcanbl BecbMa HernojiHo. Hioke mpuBeneH
repedeHb OeJIKOB JaHHO# rpyrms [13, 39, 44, 46]: Aga 1p (0-arrIiOTUHNH),
Cwplp (mpoaykt rena YKL096w), Cwp2p (BO3ZMOKHO CTPECCOBBIN 6€710K
HeOoJbIIoro pasmepa), Flolp (yaactByer Bo (iiokkyisiuun), Sed1p, Tiplp
(0e10K, MHAYLIMPYEMbIi1 XOJIOIOBBIM IIOKOM), Tirlp (BO3MOXKHO cTpecc-0e-
JIOK, pearupyeT Ha aHaspoouo3), FloSp (dbnokkynun), Flol1p (drokky-
JINH), CEMEICTBO arTJIIOTUHWH-IIOT00HBIX OSJTKOB.

K omHMM 13 ITepBBIX paboT, CBUIETETHCTBYIOIINX O BO3MOXKXHOM POJTH
0eJIKOB, (B HACTOSILLIEE BPEMST OTHOCSILIIUXCS K IPYIIINE «III0KAHA309KCTPa-
THPYEMBIX» ), OTHOCSITCS MCCIIeIOBAHMSI TAK Ha3bIBAEMOM (DIIOKKYIISIIIAM -
arperauuu Kjietok apoxckei [14]. HeobpaTtumyto yTpary criocoOHOCTH
(bIToKKyIMPOBaTh MO AEWCTBUEM ITPOTEOTUTUIECKIX (DEPMEHTOB OTTHCATTI
Onau u Pynun [29], a rakke JInoHc 1 Xoy [62, 63]. DTH aBTOPHI IPETIO-
JIOXKWITH, YTO UMEHHO OeJI0K, pacIiojiararolmiics Ha TOBEpXHOCTH KIIETOU -
HOW CTEHKM JIPOXXKEN, UTPAET, MO-BUIMMOMY, BaXXHYIO POJib B IIPOLIECCE
broKKyISAIIAN.

B Hacrostmit MOMEHT HanboJIee N3yIeHHBIM OOBEKTOM B 3TOH TPYIIIe
MOXET CIYXXUTh O-arriioTUHWH. JlaHHBIN 0eJT0K CeKpeTHpyeTcs Ha
TTOBEPXHOCTh KJIETOK ITOJT BO3ACHCTBIEM (hepPOMOHOB IPOXKIKEH TIPOTUBO-
TTOJIOXKHOTO THTIA CIIapUBaHMsI. BeToK cocTONT M3 eIMHCTBEHHOM CYyOhe I -
HULBL, Kogupyemoii renoM AGa 1 [56, 57, 58], oboraiiieH cepuHOM U TPEO-
HUHOM U, TIO-BUANMOMY, MHTeHCUBHO O-MaHHO3MIUPOBaH. YiajeHue
C-KoHI1IEBOTO (pparMeHTa BiIeUeT 3a CO00I ceKpelnio O -(aKTopa B Cpeay
KyabTuBupoBaHus [100].

He Bo Bcex cimydastx MOSKHO ¢ YBepEHHOCTBIO YTBEPXKIATh, YTO TOT VITH
nHoit GPI-6enok okan30BaH UMEHHO B KJIETOYHOM CTEHKE, a He B LIMTO-
IJTa3MaTUIeCKOM MeMOpaHe, OTHAKO JIJIS TPUBEICHHBIX BBIIIE IIEPBBIX Ce-
MU OJTKOB MPUCOSTMHEHME K [3- 1,6-TImoKaHy OMOXMMIIECKN T0Ka3aHo [46].

Brino ormeueno, uto GPI-6enku, 3akperenHsie B KC, B ormmune ot
GPI-6enKo0B, 3aKpeTIeHHBIX B IMTOILIA3MaTUUECKOM MeMOpaHe TaKMX,
HampuMep, Kak Gaslp, TpeArnoIoKNTeTbHO KaTaTU3UPYIOITNIT TpAaHCTITN -
KO3WJIA3HYIO peakuuo [75] 1 acmaptuibHas potenHasa Yap3p [10], He-
cyT B C-KOHIIEBOIT 06J1aCTH MOJIEKYJTBI JOTTOTHUTETLHBI CUTHAHI |34, 96].
B To e Bpemst n1s1 6enika Kre 1 p, BOBJIeUeHHOTO, ITI0-BUANMOMY, B COOPKY
[3-1,6-tmokana B KC, mpenrmonaraeTcs Hamaue 1ByX opM — MemMOpa-
HOCBSI3aHHOM M CBSI3aHHOM C KJIETOYHOW CTeHKO [77].

AHaJIM3 reHoMa IPOKKeit . cerevisiae TO3BOIISIET IIPEATIONATaTh, YTO
crmicok G PI-3asxopeHHBIX 6eJIKOB HeToJ10H. OIHAKO, IIMPOKOMY IIEPEIHIO
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3THUX OEJIKOB HECKOJIBLKO MPOTUBOPEYAT JaHHBIC, TTOJydeHHBIE B CaMOe
TTOCITeTHEee BpeMsI C MCTIOTh30BaHMEM ITPOU3BOIHOTO OMOTIHA, CBSI3BIBAIO-
IIerocst ¢ 0eJKaMu, pacroJIOKEHHBIMU Ha TTOBEPXHOCTU KJIETKU [66].
ABTOPBI 3TUX UCCJIeIOBAHNI HACUUTHIBAIOT He 00Jiee 5 TIFOKaHA309KCT-
parupyeMbIX OeJTKOB, BBIIEIISIEMbIX 13 KIIETOYHOM CTEHKH IPOSKKel (TIocie
SKCTPaKIIMU AETEPTeHTOM M [3-MepKanTo3TaHOJIOM TIPU HarpeBaHWM) B
pe3yabrare JeWCTBUS IIIOKaHa3bl. OTHUM M3 O0BICHEHWI JaHHOTO
MPOTUBOPEUMSI MOXKET CITYKUTh TOT (pakT, uto MHOTUE G PI-3asikopeHHbIE
OeJTKY He BCeT/Ia IMTPUCYTCTBYIOT Ha TTIOBEPXHOCTH KJIETOK, a, TTO-BUANMOMY,
cekpeTupyrotcs 1 Bcrpausatorcst B KC B cTporo omnpeesieHHbIE MOMEHTHI
SKU3HEHHOTO MK [76, 20] uin 3ke B KOHKPETHBIX YCIOBUSIX BBIpALIU-
BaHUs KyJbTyphl. Tak, HanpuMmep, TpaHckpunuust TIP1 nnayuupyetcs
TTOBBIIIIEHEM VTV TTIOHVDKEHEM TeMITEpaTyphl U YCIIOBUSIMI aHa3po01o3a
[28, 53, 69], Tpanckpurmust TIR 1 yBenmmamBaeTcst B yCIOBUSIX aHA3pOOM0O3a
[28,69]. CymecTtBytot pasnuuus B akcrpeccun G PI-3asskopeHHBIX GeJIKOB
B KYJIBTypaX, pacTYIIMX Ha pa3HBIX CPeIax U B Pa3IMYHBIX YCIIOBUSIX BbIpa-
mmBanwus [19, 27,49, 103]. JlaHHOe yTBepKaeHHE C IIOJIHBIM OCHOBaHHEM
MOXKET OTHOCUTBCS K TAKMM OeJTKaM, KaK arrTIOTUHIHBI ¥ (DJTIOKKYJTUHBEL.
CxkaszaHHoOe ellle pa3 ITOATBePXKIaeT HeOObIUaTHO BBICOKYIO 3aBUCHMOCTD
coCTaBa M CTPOCHHMS KJIIETOUHOM CTEHKH OT (haKTOPOB BHEIITHEI CPEIIbI,
YCITOBUIA BRIpAIIUBAHUS 1 CTAJINU POCTA TPOFKIKEIA.

beaku, sxcmpaeupyemoie weaouvro. OOHapykKeHHMe 3TOTO TUIa OEJTKOB
SIBIJTOCH CYIIIECTBEHHBIM ITPOTPECCOM, JOCTUTHYTHIM B ITIOCTICTHUE TOIBI
Ha ImyTu uccienoBaHuii cTtpyktypbl KC nposxckeit. JlaHHbIe Oe/TK1 XapakTe-
PUBYIOTCS HATMIMEM BHYTPEHHUX TTIOBTOPOB, BEICOKOI cTeTleHbio O-MaH-
Ho3unpoBaHUs (39—73 MoTeHIIMAIbHBIX caliTa O0JbIIMHCTBO U3 KOTO-
PBIX, TTO-BUAUMOMY, TJIMKO3UIMpPOBaHO) 1 oTcyTcTBUEeM G PI-sikopst Ha C-
KOHIIE [66, 67]. Hanmnure moBTOPOB B MOJIEKYJIaX 3TUX OEJIKOB OTPA3HIIOCh
B ux Ha3BaHuu: PIR—6eaku (protein with internal repeats) [66].

CreyeT OTMETHUTb, YTO TeHBI, KOAMPYIOIINe JaHHbIe O0eIKM, ObUII
u3BecTHBI paHee [94]. KonnuecTBo MOBTOPOB B Oe/1KaX BApbUPYET OT ABYX
(y 6enka Ccw5) mo gecsaru (y 6enka Ccw7). HekoTtopble 13 3Trx O€IKOB
comepkaT OIWH TTOTeHIINATBHBIN CaiiT Mg N-TIUKO3UINPOBaHM [66].
OHM MOTYT OBITh 3KCTPAarupoBaHbl M3 KIECTOYHOU CTEHKM IPOXKKEH B
pesynbrare Bo3aericTBust 30MM NaOH B TedeHre HOUM IOCIe TOro, Kak
OyneT ynameHa ocHoBHas Macca SDS/BMe-aKkcTparupyeMbix 6eJkoB. Bee
5TU GEJIKM XapaKTepHU3YIOTCS HaTUIneM criennduaeckoir N-KOHIIeBOi
rmociaemoBaTeTbHOCTH ¢ Kex2p caiiToM, KOTOpast OTIHISTIISIETCS B PE3YiTh-
Tare rpolueccuHra (puc. 6) [66]. OQHAKO,B OTCYTCTBUE JAHHOTO MPOLIEC-
CHMHTa, 3TU OEJIKH, TTO-BUANMOMY, TOXE BCTPANBAIOTCS B KICTOYHYIO
CTEHKY [66].
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IQATTKTTAA

VOATTKTTAA

SQVSDGOVQOA
SQITDGQOIQA

SQIGDGQVQA

KGILTDRKGR
GGILTDGKGR
DGVLTDAKGR
WLLVTMMSST

DTFYQCLSGD
DTFYQCLSGD
DVEFYQCLSGD

GGITDYSSSF
GGITDYSSTF
CGAAEYTTTF
GGVTDYASTF

ATTTAAVSKK

ATTTASVSTK

.AKSTAAAVS
SAKTTAAAVS

SAKTTAAAVS

CLSD.SDGQV
AVSQIGDGQI

TTKTTAAAVS

IGSIVANRQF
IGSIVANRQF
IGSIVANRQF
NVCPVLSTTC

FYNLYDKHIG
FYNLYDEHIG
FYNLYDQONVA

Puc. 6. AMUHOKUCIIOTHBIE TIOCJIE0BATEIbHOCTU HEKOTOPhIX PIR-0ekoB [66].

CurHabHBIE TIOCJIEIOBATEIBHOCTH BBIIEICHBI XKUPHBIM MIPUMTOM, TTOCTIen0Ba-
TEJIBHOCTH, paclieruisieMble TpoTenHa3oi Kex2 momuepKHyThI.
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Yenosust, npu kotopbix PIR—6enku akcrparupytotest uz KC apoxckeit,
SIBJITFOTCS YCJIIOBHUSIMH [3-3JITMMUHUPOBAHUS B IIEJTOYHBIX YCIOBUIX
KOpoTKuX O-CBSI3aHHBIX MAHHO3HBIX LIeMeil B MoJIeKyJlaX MaHHOIPO-
TEUHOB. DTO MOXET 0O3HauUaTh, YTO CBsI3b PIR-0e1KOB ¢ nmojimcaxapyaHbIM
KapKacoM KJIETOUHOM CTEHKM OCYIIECTBJIsIETCsl 61aroaapsi MAaHHO3HBIM
LensiM faHHoro Tuna. Posib O-cBsizaHHbIX MAHHO3HBIX LIETIel 1J151 3aKperl-
sieHust PIR—6enkoB B MaTpukce KC yacTuuHO MoATBepKAAeTCS B 9KCTIe-
PUMEHTax ¢ MyTaHTHBIMU IITAMMaMHU APOXCKEN, TUIIEHHBIX CIIOCOOHOCTH
roTHoTIeHHOTO O-MaHHO3WIMpoBaHus [66]. [Tpeamonaraercs [46], 4To B
3aKperIeHUH 3TUX O€JIKOB MPUHUMAIOT yuacTue Te O-CcBsi3aHHbIe MAaHHO3-
HbIe 1IeNu OenKa, KOTopble coaepxkaTr (ochopuampoBaHHbIA OCTaTOK
MaHHO3bI (M2). UMeroTcs, oiHaKO, (DaKThl, CBUAETENLCTBYIOIIME O TOM,
YTO B HEKOTOPBIX CJIydasix OeJ1K1 TaHHOTO CEMECTBA MOTYT ObITh OKCTpa-
TMPOBaHbBI U3 KJIETOYHOM CTEHKU TTOCJIe BO3ACUCTBUS AUTUOTPEUTOJIA, 4 HE
mesioun [ 18], wim Xe ceKpeTupoBaThesl B cpeay [66], uTo ele pa3 noj-
TBEPKJIAET OTCYTCTBUE SICHBIX TIPEACTABICHUI O CIIOCO0E 3aKperieHUst
aTux 6eskoB B KC nposxckeii.

HenasHo mosiydyeHbl CBUAETENBCTBA O CYIIECTBOBAHUM 3TOrO THUIMA
oenkoB y apoxokeit C. albicans[43].

I11. CTPOEHUE KJIETOYHOM CTEHKHU JIPOXKEN 1
POJIb BEJIKOB B @OPMUPOBAHUU U ITOJAEPKAHUN
EE MOJIEKVJIAPHOU OPTAHU3ALI

HecMoTtpst Ha TO, 4TO CTpOEHME KJIIETOYHOM CTEHKHU JPOKKEI SIBIISIETCS
MpeaIMeTOM MHOTOUMCIIEHHBIX HCclenoBanuii [24, 25, 31, 68, 80, 82, 90],
IO CHUX TTOp CTPYKTypa 3TO# OpTraHesUIbl He BhISICHEHA 10 KOHIIa. CXeMBbl
crpoenust KC nposxckeit 1o mocjaeqHero BpeMeH! HOCUIN (pOpMaIbHbII
XapakTep U AeMOHCTPUPOBAJIN JIUIITH BO3MOXKHYIO KOMIIAHOBKY MAHHOITPO-
TEeMHOBOTO U TJIIOKAHOBOTO CJIOEB 0e3 y4eTa pa3HOOOpa3HbIX (DYHKIIWIA,
BBITTOTHSIEMBIX 3TOI opraHelioi. [Tomo0HyI0 CUTYalnio OTYaCTH MOKHO
00BSICHUTD HEAOCTATOYHBIM YPOBHEM HAIIMX 3HAHUI O CTPYKTYPHOI POJIA
0eJIKOB B cTeHKe Apoxokeli. CoOBEepIIeHHO OYEBUAHO, YTO 0€3 X yJacTus
HEBO3MOXHO IMPEACTABUTH YCTPOMCTBO M (PYHKIIMOHMPOBAHUE TaKOI1
IUHAMWYHOU CTPYKTYPHI, KAKOM SIBJISIETCS KJIETOUHAS CTCHKA.

[1epBBIMU CBUAETEILCTBAMU BaXKHOI POJIM OEIKOB B KAYECTBE CTPYK-
TYpPHOTO 3JIEMEHTa, IBUJINCH JaHHbIe 0 Tu3nce KC apoxokeil mpoTeoan-
TdecKuMH hepmeHTamu [41, 71]. UMeHHO 3TOT (paKT ITO3BOJIAI SITTOHCKIM
HucciiegoBaTesisIM enle B 1977 romy NpemioXXuTh CBOIO MOIM(PUKALINIO
n3BecTHOI cxeMbl cTpoeHust KC npoxokeil, B KOTOpoii OeJIkaM OTBOAMIACH
POJIb CBSI3YIOIIETO 3BeHA MEXKAY IOJIMcaxapuaIHbIMU OioKamMu. OqHAKO B
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TeYeHMeE psIa JIET CYIIeCTBOBAIM JIUIITL KOCBEHHBIE JOKA3aTeIbCTBA TOTO,
YTO OEJIOK UTPAET BaXKHYIO CTPYKTYPHYIO POJIb.

B mociregHMe TOABI TOCTUTHYTBI OOJIBIITNE YCIIEXH B MCCIIETOBAHMSX
MOJIEKYJISIPHOI OpraHU3aIiy1 KJICTOYHOM CTEHKH APOsCcKeid. B 3HaumTe Ih-
HOI1 CTEeTIEHU 3TO CBSI3aHO C IPOTPECCOM B 00JIACTU U3YIEHUST POJIU OEJIKOB
B (hOpMUPOBAHUM €€ MOJIEKYJISIPHOTO aHCaMOJIsI, IPUIeM, CJIeTyeT OTMe-
TUTb, 9TO 3Ta POJIb MOXKET PEaTU30BBIBATLCS B IBYX, OTITMYAIOIIMXCS IPYT
OT JIpyTa, acTMeKTax:

1. Bestok MOXeT CKPeTUISITh OTAEIbHBIE MOJIEKYJTBI TTOJIMCAXapUIOB, C
KOTOPBIMU OH CBSI3aH KOBAJCHTHBIMH CBSI3SIMH, WJIM JTake KPYITHBIE
TToJTMcaxapuaHble OJIOKU B IUHYIO CTPYKTYPY KJIETOYHOU cTeHKU. OH
MOXKET TaKXKe CJTY>KUTh MECTOM 3aKperuieHus npyrux 6enkoB KC, coeau-
HEHHBIX C HUM AUCYIThGOUIHBIMA WA WHBIMU TUTTAMHU CBSI3EiA.

2. Ponb Genka 1ieiukoM oOyciaBiuBaeTcsl ero (pepMeHTaTUBHOMN
aKTUBHOCTBIO. MI3BeCTHO, UTO KaK €IWHBIN MOJIEKYJISIPHBIN aHCAMOJTh,
KJIETOYHAsI CTeHKa (hopMUPYETCsI 3a TIpefiesiaMu [IUTOIIa3MaTUIeCKO
MeMOpaHbI. B 3T0i1 CBSI31 (hepMEHTBI, OCYIIIECTBIISIONINE OKOHYATEIBHOE
BKJTIOUEHWE CUHTE3UPOBAHHBIX 3aHOBO 3JIEMEHTOB B KIIETOYHYIO CTEHKY,
WTPAOT BaXKHYIO CTPYKTYPHYIO poJib. He MCKITIoueHO, TakKe, YTO ONUH U
TOT 3Ke OSJTOK MOXET BBICTYITATh B IBYX TIEPEUNCIICHHBIX BBIIIIE KAYeCTBAX —
(bepMeHTa 1 «CTPYKTYPHOTO MOIYJISI» KIIETOYHOM CTEHK.

KputepnsimMu, T03BOJISIOMMME OIICHUBATh BKJIAI OeTKa KaK CTPYK-
typHOTO 35ieMeHTa KC IpoXcKeit, SBISIOTCS, Ha HAaIll B3IJISIT, KOJTMIECTBO
JMAHHOTO OeJTKa B KJIETOYHOM CTEHKE U CTETIeHb €TI0 «KOHCTUTYTUBHOCTIY.
OueBUIHO, UTO 1aKe HE3HAYMTETHHOE KOJIMIEeCTBO (hepMeHTa IPU I0CTa-
TOYHOM €T0 aKTUBHOCTH Ha TPpeOYeMOI CTalI pOCTa U PA3BUTHS TTO3BOJISICT
KJIeTKe He UCITBITHIBATh Ie(UIINTA eTO IeicTBH. B TO 3Ke BpeMsT BasKHBIi
B CPYKTYPHOM OTHOIIEHUH OEJTOK CKOpee BCETO TOJKeH OBITh MasKOPHBIM
OeJIKoM, KOTOpPHI Beerma (MM TTpaKTUIeCKW BCeraa) TMPUCYTCTBYET B
cocraBe KC nposxokeii.

CorytacHO COBpeMEHHBIM MPEACTABICHUSIM KJICTOYHAS CTEHKA IPOK-
Kel UMeeT CIIOUCTOoe CTpoeHWe. B OOTBIIMHCTBE ClTydaeB YMCIIO CIOEB
paBHO TPEM, OTHAKO, B 3aBUCUMOCTH OT CTAINH POCTA, YCIIOBHI BBIPAIIT-
BaHUS ¥ criocoba puKcalmu, BUaa v Jaxe mrtaMMa IpoXxoKei OHO MOXeT
KoJebaTbcs B IMpokuX npeaenax [1, 92]. [onooHast Mopdoaoruueckast
TeTepOTEHHOCTD B ITEPBYIO OUePEIb OOBSICHACTCS XMMIIECKOM HEOMHOPOI -
HOCTBIO CTEHKU JIPOXKET.

Kak mpaBuiio Ha 3;1eKTpOHHBIX MUKpodoTorpadusx kietok B KC
OTYETJINBO BUIHO HAJTWYWE IBYX OKANMIISIONMINX 3JIeKTPOHHOTUIOTHBIX
cJ10eB (Hapy>KHBIN 13 KOTOPBIX ITPEICTaBIIeH MAHHOTIPOTEMHAMM ), 2 TAKKE
TPEThETO MeHee TUTOTHOTO TIPOMEXKYTOUHOTO CJI0ST, KOTOPHIi, BOCHOBHOM,
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ColepXUT TmoKaH (puc. 1). BHyTpeHHMIT 3IeKTPOHHOTUIOTHBIN CITOM
WHOT/Ia OTOXIECTBIISIOT C TIEPUTLIa3MOI, K KOTOPOI HeTIOCPEACTBEHHO
TIPUMBIKAeT IIa3MaieMMa. B HEeKOTOPBIX CiTydastx TOBEPXHOCTD IPOXKIKE-
BBIX KJIETOK OBIBAeT TTOKPHITA CII0eM (PHOPHUILISIPHOTO 3JIeKTPOHHOILUIOTHOTO
Marepuaia, Io-BUAUMOMY, MAaHHOIIPOTEMHOBOM TIpupoasl |16, 74, 100].
OmrcaHHOE CTpOeHKE KIICTOYHOM CTEHKH KJIETKA IPOSKKE UMeeT Ha Beeit
CBOEI IMOBEPXHOCTH 3a MCKIIIOUEHUEM MECT 00pa30BaHUsSI U OTIACICHU
JIOYEPHUX KIIETOK — TTOUEK.

B HacTosIIIIee BpeMsI OITyOIMKOBAHO ABa BapraHTa CXeMbI CTPOSHMST
KC mnst mpoxckeii S. cerevisiae [82, 83] u C. albicans [24]. HecmoTpst Ha
BHEIITHHE OTJINYMS B LIEJIOM CXEMBI He TIPOTHBOPEYAT, a TOTTOTHSIOT IPYT
JIpyTa, TTO3BOJISIS TIPEICTAaBUTh KaK OOIIWIA TJIaH CTPOSHUST KIIETOUHOM
CTeHKH (00JIee YeTKO BBISIBIICH Ha CXeMe JIJIst IPOXCKelt S. cerevisiae, puc. 7)
TaK ¥ IeTaJIi B3aUMOICCTBUS OTIACIBHBIX YYAaCTHUKOB aHCaMOJIA (cxeMa
knerouyHoii crenku C. albicans, puc. 8).

M3 MHOXecTBa GEJTKOB, IPUCYTCTBYIOIINX B KJIETOUHOM CTEHKE IPOK-
Keit, JajieKo He Bce MOTYT IPETEHA0BATh Ha POJTb CTPYKTYPHBIX 3JIEMEHTOB.
C ucroapb30BaHNEM MPOTEMHA3 C Pa3TIMIHON CyOCTPaTHOM crielmprd-
HOCTBIO OBIJIO ITOKA3aHO, YTO OOJIBITMHCTBO AeTePreHT-3KCTPArNPyeMBIX
0eJIKOB 3a MCKITIOYeHMEM, BO3MOXHO, TITIoKaHTpaHchepassl Bgl2p, He
WTPaET CYIIEeCTBEHHOM CTPYKTYPHOI posn. Bee 6e1ku, o6HapyKnBaeMbIe
B JAaHHO TPYIITIe, 3aKPeTUICHBI B KIIETOYHOM CTEHKE TaKUM 00pa3oM, UTO

' 4— MaHHONIPOTEUHbI

.~ 44— B-1,6-rmokan
« €— B-1,3-nokaH

e @— XUTUH

N N-cBsi3aHHas 11eTb
>4 MaHHONPOTENHA

O-cBsi3aHHast LeTb
“ MaHHOIIPOTENHA

LMTOIIa3MaTuyecKast
MemOpaHa

Puc. 7. Cxema cTpoeHuUs KJIETOYHOI CTEHKU Apoxxkei S. cerevisiae [82, 83].
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VX yoaJeHre MPaKTUIeCKU He BIUSIET Ha OMMMCAHHYIO BEIIIE CTPYKTYPY B
ueyioMm [4].

Bgl2p — Heboabioii (31,5—34 kJla), KOHCEpBAaTUBHbIM, MaXKOPHbII
6esok, ripucyrcTBre Koroporo B KC 1mmoka3zaHo Ijiss MHOTUX JPOXCOKEH,
pu4YeM GeJIOK, TT0-BUIANMOMY, IIPUCTYTCTBYET B OOJIBIIIOM KOJTMYECTBE Ha
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Puc. 8. Cxema ctpoeHus K1eTouHol creHKku apoxkeit C. albicans [24].
O, 0 — 0eJIKU U TJIMKOIPOTENHBI BHEITHUX CJIOeB KJIIETOUYHON CTEHKU;
® W — ceKkpeTupyeMble OeJTKU U TJIMKOIIPOTEUHBI;
S — (bEepMeHTBI IepUIIa3MaTUieCcKoro NpoCTPaHCTBA;

W — Oesku, GYHKUMOHAIBHO aCCOLIMUPOBAHHBIE C INIIOKAHOM (XUTUHOM);

& @ — (eJIKM, KOBAJICHTHO CBSI3aHHBIE C [TTIOKAHOM (XUTUHOM);
—— — B-rmokaH;

I'TT — mIMKONIPOTEMHOBBII CJION;

[B-Tr0KaH — TITIOKAHOBBIN CIION;

[B-TroKaH + XUTUH — CJIOU XUTUHA, KOBAJICHTHO CBS3aHHOTO C 3-TJIIOKAaHOM;
[1IT — nepuriazMaTuyeckoe NpOCTPaHCTBO;

I[IM — ruia3zmartuyeckasi MeMOpaHa;

KC — kJjieTouHasi creHka.
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BCEX CTaAusIX pocTa KyJIbTypbl. Mojiekyna Bgl2p umeeT onuH N-cBsi3aH-
HBII oJIMrocaxapu HeOOJIbIIOro pa3Mepa (IIpuodau3uTesbHo 2,5 k/1a).
JlaHHBII O€J10K CHaYaJla CYUTAIM SK30TIT0KaHa301 [ 50], 3aTeM 9HI0IIII0-
KaHa3oii [65]. [To3aHee in vitro 66110 TOKA3aHO, YTO MTPU HU3KUX KOHIIEH-
TpalusX [JII0KO30-CoAepKallluX OJIMTocaxapuaoB MOXET HAOII01aThCs
IJIIOKaHa3Hasl aKTUBHOCTD, a IpH 00JIee BEICOKUX TTpeodIamaeT TII0KOo-
3uTpaHcdepasHast aKTUBHOCTb. Bo3MOXXHO TaHHBIN (pepMEHT ITEPeHOCUT
[3-1,3-To1I0KaHOBBIE OJTMTOCAXapUIbl OT JoHOPa ([3-1,3-TiTr0KaHa) K aKIIeT -
Topy (B-1,3-tmokany), popMupysT IMHEWHBIN TTOJIMMED, 000TaIlleHHBIA
B-1,6-cBsa3amu. Y mpoxckeit poga Candida y Bgl2p 6buta obHapyXeHa
AaKTUBHOCTb «BETBSIIIEr0» (pepMeHTa, OTBETCTBEHHOTO 3a TpaHC(hopMaITnio
WICXOITHO JIMHEWHOTO [3- 1,3-TioKaHa B pa3BeTBIeHHbIN [3-1,3- 3-1,6-rmokaH
[23, 25, 32a, 35,102].

Brio mokaszaHo, 4To cBepXxaKcIpeccus 0esika Bgl2p B kiteTkax apox-
SKel IPUBOJIUT K CHYKEHHIO CKOPOCTH MX pocTa [65]. BeITIONMHEH psia paGoT
[4, 50, 81], B KOTOpBIX OBLIO ITIPOBEICHO HapYLIEHNUE TeHa, KOAUPYIOIIETO
6esiok Bgl2p. 3HaunTeIbHbIX (DEHOTUTTMUYECKMX MPOSIBJICHUIA B 3TOM CJlyyae
He ObUI0 0oOHapyxkeHo 1 GpyHKuMs Bgl2p ocraBajach HEBBLISICHEHHOM,
OJIHAKO MHTepeC K UCCIIeIOBAHUIO JAaHHOTO Oe/iKa He CHUXKAeTCS.

CrremyeT OTMETUTD, YTO OTCYTCTBUE BaXKHBIX TSI KM3HECTIOCOOHOCTH
KITETOK (PeHOTUTTTIECKIX ITPOSIBIICHUIA, TIPY HAPYIIIEHNH T€HOB, KOTUPYIO-
X O€JTKK, KOTOPBIE HETTOCPEICTBEHHO YUYACTBYIOT B ITpoIleccax OMOCHH-
te3a u coopku KC aposxckeit, sIBIsieTcsl CKopee MpaBUIoM, YeM UCKITIoUe-
HreM. KiteTka yereIrHo KOMITEHCUPYET IeJIeITNT TTOA00HOT0 pofia, ITprUIeM
B OOJIBIIIMHCTBE CIy9aeB OMHUM U3 TTEPBBIX KOMITEHCAITMOHHBIX OTBETOB
SIBIISIETCST YBEIMUCHUE aKTUBHOCTU XUTHH-CUHTETA3 W MOBBIIICHUE
KOJTMYeCTBA XUTHUHA, CHHTE3UpyeMoro MMH. He McKiTroueHO, 4TO TIOMOOHBII
OTBET YKa3bIBaeT Ha BaXKHOE 3HAUCHME XUTUHA IIJIST KJIETOK IPOXCKEi Ha
PaHHMX 3Tallax dBOJIOINHN 3TUX MUKPOOPTaHU3MOB (KaK 3TO MOXKHO
HabJ1o1aTh Yy OOJBIIMHCTBA COBPEMEHHBIX MULIEJIMATbHBIX TpUOOB). C
TeUdeHHeM BpeMEeHHM CTPYKTYpHAast POJTh XUTUHA OBUIA yTpaueHa IPOiCKaMIU,
OITHAKO KJIETKU «BCTIOMIHAIOT» O XUTUHE, KaK O BaXKHEHUIIIEM CTPYKTYPHOM
IToJIMMepe 1, BO3MOXKHO, MCTIONB3YIOT €T0 B Ka4eCTBE PeIraprpyIoNIero
KoMmIToHeHTa Impu HapymeHusx KC [5, 46, 97].

3HaYNTETPHBIMU (DeHOTUTTMIECKUMU TTPOSTBIICHUSIMU XapaKTepr3y-
I0TCS, KaK TTPaBWIIO, MyTallUH VUTH AEJICIIUH TeHOB, KOTUPYIOIINX OSJIKH C
PETYISATOPHOM (PYHKIIMEH, TTOI KOHTPOJIEM KOTOPBIX HAXOAMTCS TIPOLIECC
O6rocrHTe3a ¥ COOPKM KIIETOYHOM CTeHKH B 11es1oM. OTIMcaHHast CUTyalnst
CHJIBHO YCJIOXHSET TIporiecc n3ydeHust cTpyKrypbl KC mpoxckeit 1 Toit
PpOJIN, KOTOPYIO UTPAIOT COCTABJISIONINE €€ MoJIMMepHI [71a].

B nocienHee BpeMsi mosiBUJIach BepCusl, U3 KOTOPOI ClIeayeT, YTO POJIb
Bgl2p B HekoTopoii cTeneHn aHajornyHa posu 6enka Gasl [75]. Gasl
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Puc. 9. Monenb coopKr MAaHHOTIPOTEMHOB U TJTIOKAHOB B KJIETOYHOI CTEHKE APOCKEi
¢ yuactuem 6enkoB Bgl2p u Gaslp [75].

3Be3noukoii (*) ob6o3HauyeHbl B-1,6,-cBsi3u, dopmupyembie Bgl2p (mist Gaslp
HeusBecTHbI). LIITTM — nuroruiazmaruyeckast MeMOpaHa.

sBJsieTcst MeMOpaHHbIM, G PI-3a1K0opeHHBIM ITIMKOIIPOTEMTHOM,, KOTOPBIIA,
OUYEBUIIHO, 00J1a/1aeT TPAHCTIMKO3UIa3HOI aKTUBHOCTBIO U €MY, TIO-BUIN-
MOMY, TPUHAJIEXKUT 3HAUUTEIbHAsI POJIb B COOPKE MOJIMcaXxapuIHOTO Kap-
Kaca B eIiHYyI0 ceTh. Hanbosiee MHTepeCHbBIM acrieKToM (hyHKIIMOHUPOBa-
Hus Bgl2p, coriacHo 3T0i1 Bepcuu (CMOTpU cXeMy Ha puC. 9) SIBJISIETCSI eTO
BO3MOXKHOE yJacTHe B TPUCOETIMHEHU Y TJIMKO3UIMPOBAHHBIX (BO3MOXHO
GPI-3asixkopennsix 6enkoB) KC k B-1,3-tmokaHy, GopMUpYOIIEMY
KapKac KJIETOYHOI CTeHKH [75].

JaHHasi cxema sIBJISIETCSI BeCbMa TMITOTETUYHOM M OCTaBJISIET MHOTO BOTI-
pocoB. BuacTHoCTH, OHa HAXOAMUTCSI B HEKOTOPOM ITPOTUBOPEUMU C PE3YJib-
TaTaMU, CBUIETEJbCTBYIOLIMMU O TOM, UTO JIeJIel1s F'eHa, KOAUPYIOIIEro
6enok Bgl2p, KoMIteHCHpyeT OMHOBPEMEHHYIO IEJICLINIO TEeHOB IBYX IJII0-
kaHa3 KC, orHocstimxcs K rpynne DTT-skcTparnpyembix pepmeHTOB [18].

HaHHOe MpoTHBOpeUre, a TAKXKE OTMEUEHHbIE paHee 3HaYUTeTbHOe
kosmyectBo Bgl2p B Ki1eTOUHON CTeHKe, BHICOKMI KOHCEpPBAaTU3M ero
MOJIEKYJIbI U, TO-BUIMMOMY, KOHCTUTYTUBHBII XapaKTep CUHTE3a 3aCTaB-
JISIIOT pacCMaTpUBaTh €ro B KaUeCcTBE el11ie OJHOIO MPeTeHIeHTa Ha POJib
Ba)KHOTO B CTPYKTYPHOM OTHOILIEHWUU OeJiKa, 3HaYeH1e KOTOPOTo 0 Hac-
TOSIILIETO BPEMEHU He BbISICHEHO.
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OnucanHast HegaBHo rpyrna PIR-6e1koB o cBoeii MoJieKyasipHO
XapaKTepHUCTUKE BBITJISIAUT HauboJiee TTPUBJIEKATEITbHO C TOUKH 3pEHMUST
HX BO3MOXKHOI cTpyKTypHOIi postn B KC aposxkeit [47, 67]. [TocienoBa-
TeJIbHAs IeJIeL sl TeHOB, KOIUPYIOIIMX 3TH OEJIKM, TToKa3ajla, YTo MOJHOe
HUCKJIIOYeHUE OEJIKOB 3TOT0 CeMeiCcTBa MPOSIBISIeTCS B 3HAUMTEIbHOM
0ocJiabJIeHUU CTPYKTYPbl KJIETOUHOM CTEHKU, YBEJIUUEHUU pa3MepoB
KJIETKU, HEPETyJIIPHOM M3MEHEHUH ee (DOPMBI U YBEJTMICHUH YYBCTBH -
TEJIbHOCTU K MHTUOUTOpaM pocTa — KaJlbKO(II00PY Y KOHTO-KPacHOMY.
HenetTnpoBaHUe TeHOB OTACIBHBIX OSITKOB 3TOM TPYIITBI He OKa3hIBaJIO
KaKoTo-711M00 3aMETHOT0 BIMsiHUS Ha ITpoyHocTh KC. MexaHu3M BeTpau-
BaHus1 PIR-6e1KOB B KJIETOUHYIO CTEHKY U TOUHOE MECTO JIOKAJIU3allU B
HACTOSIIIINI MOMEHT He sICHBI. BO3MOXXHO TaHHBIe O€TKM JTOKAJIM30BaHbI B
Tosre rmokaHoBoro ciost KC [67, 44]. MoXHO TIPenInoioXUTh, 9TO
JlaHHbIE O€JIKU1, 00OTallleHHbIE TOBTOpaMU aHAJIOTMYHO MOJIEKYJIaM KOJLjla-
reHa BBICIINX 3YKapUOT, COCTABIISIIOT CEMEMCTBO CTPYKTYPHBIX OCJIKOB.
He nckittoueHo TakKe, 4YTO OHU BBITIOIHSIIOT POJIb «TTOCATOUHbBIX TUIOIIAA0K»
Ut (hePMEHTOB, B YaCTHOCTH TE€X M3 HMX, KOTOPBIE MOTYT BKITIOUYATh ITyTEM
peaKIy TPaHCTIIMKO3UINPOBAHNSI BHOBb CHHTE3UPOBAaHHBIC MOJICKYITBI
roJiucaxapuaioB B KapKac KJIETOUHOU cTeHKU (Harpumep Bgl2p), onHako
KOMILIEKCHOE rcchienoBaHue pojiu PIR-6e1KoB He MpoBOIMIIOCH.

HeckonbKo 0cOOHSIKOM, B TIaHE M3y4aeMOoro BOITpoca CTOUT IpyIina
[JIIOKAHA309KCTparupyeMbiX O€JIKOB KJIETOUHOW CTeHKU. PesyibraTom
JIEJIEIINY TeHOB HEKOTOPBIX U3 HUX SIBIJIOCH HE3HAYNTETbHOE YBETMICHIE
YYBCTBUTEIBHOCTH K KOHTO-KPAaCHOMY, KaTbKOMIIIOOpY M TUTUIECKOMY
bepMeHTY — 3uMoNIMa3e M YMEHbBIIIEHUE TOIITMHBI BHEIITHETO 3JIEKTPOH-
IUIOTHOTO CJI0ST KJIETOYHOM CTeHKM [87, 95].

Heo6branbriii 6emok — Sedlp [86], KOTOPBI COMEPKUT CUTHAT TSI
npucoeauHeHust GPI-sikopst , 111ecTh LIMCTEMHOB U ceMb CaliTOB 1151 N-TJIH-
KO3WJIMPOBAaHUSI, OOHAPYKEH HEMABHO B KJIETOUHOW CTEHKE IPOXIKEM.
OTcyTCcTBHE JTaHHOTO OEJIKa TIPUBOIUT K IIOBBITIICHUTO YYBCTBUTETEHOCTH
KJIETOK K 3UMMOJIMa3€e Ha TTO3AHUX CTaIUSIX pocTa KyabTypbl. Ha ocHoBaHUM
JlaHHOTO (haKkTa CAeIaHO TMPEANOoJIOKEHUE O MPUHIIMIUATBHO BaXKHOM
3HAYEHUHU TaHHOTO OeJiKa B KaueCTBE CTPYKTYPHOTO 3JIeMEHTa IPOXKe
Ha TTIO3HUX CTAIUSIX POCTA KYIBTYPHI.

KneTtouHas creHka siBjisieTcsl BeCbMa MOOUIBLHOM CTPYKTYpOIi, CHa0-
SKEHHOM OOJIBIITNM KOJIMYEeCTBOM OOXOMHBIX ITyTEi, TTO3BOJISIOIINX KOM-
TIEHCUPOBaTh KaK He3HAUNTEIbHBIE, TaK M BeChMa CYIIIeCTBEHHBIC HApy-
IIeHNST B OMOCHHTE3e 1 BCTpAaUBAaHUM ¢ KOMITOHEHTOB. ToT ¢akT, 4To
OIHUM U3 KOMITeHcaTOpHBIX 0TBeTOoB KC Ha HapymeHne 6MOCMHTE3a
B-1,3-mmrokaHa stBisieTcs yBenmueHune Konnmdectsa G PI-6e1koB, ycToit-
YUBBIX K IeUCTBUIO [3-1,3-TTI0KaHa3kl (TO €CTh, TO-BUANMOMY, CBSI3aH-
HBIX C XUTUHOM HEITOCPEACTBEHHO Yepe3 [3- 1,6-TIToKaH), MOXKET SIBJISAThCS
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| GPI-6enkn | | GPI-6enxku |

Y Y
|B-1,6-rmon<a]-1| | PIR-Genku | |B-1,6—FJ‘IIOKaH| | PIR-6enku |
1

Y
| TpexmepHas ceTb u3 B-1,3-TII0KaHOBBIX MOJIEKYIT |
A A A

| XUTHUH | | XUTUH | | XUTUH | | XUTUH |

Puc. 10. MonekynsapHas apxutekrypa KC npoxckeii S. cerevisiae n C.albicans |44].

CTpesKku 0TMEJaloT OPUEHTALINIO ITOJIMCAXUPUIOB (OT HEPEMYIIMPYIOIIETO KOHIIA MO-
JIeKyJIbl K peayuupytoiemy). 3penbie GPI-6enku, BctpoeHHbie B KC, TepsiioT cBoto
JIMMTUIHYIO YacTh, U TIO3TOMY HE SIBJISTFOTCSI PUKPEIJICHHBIMU K TUIa3MaTUYECKOM
MeMmOpaHe.

CBUJIETEJIBCTBOM MX OCOOOM BaXKHOCTM KaK 3JIEMEHTOB CTPECCOBBIX
cutyanuii [44, 59]. He uckimo4yeHo TakzKe, YTO ATOT aCIeKT UX (PYHKIINIA
nepekarnKaercs ¢ QyHKIMe caMoro XuTMHa, KOTOPbIiA, KaK Mbl YITOMU-
HaJli paHee, MOXKHO pacCMaTpuBaTh KaK OCHOBHOI perapupyoli KoM-
TMOHEHT KJIETOUHOM cTeHKU. B 11e1oM, mo-BUaAMMOMY, TaHHbIE OEJIKW HECYT
HEKOTOPYIO CTPYKTYpHYI0 Harpy3Ky B KC nposxckeil, omHaKo 3TO 10CTa-
TOYHO Pa3HOPO/IHAsSI IPYIITa U, BO3MOXKHO, CJIeIyeT FTOBOPUTH O CTPYKTYPHOI
POJIM OTAEbHBIX OEJIKOB, BXOASIIMX B JAHHYIO IPYIIIY, a HE O BCEei IpyIine
B 1iesioM [46, 68, 90, 103]. HemaBHO moJiyuyeHbl CBUAETEILCTBA O TOM, UTO
GPI-6enku MOTYT OBITH MPUCOEAMHEHBI K TJIIOKAHY KJIETOYHOU CTEHKU
1ej04eaduIbHBIMU CBSI3sIMU, XapakTepHbiMU /U151 PIR-6e1koB [45]. B
11€JIOM JJAHHbII BOMPOC U3y4YeH BecbMa c1a00 U HEOOXOIMMbI AaJIbHEM11Ie
HCCleIoBaHUsI, KOTOPbIE MPOSICHST POJib MIIOKaHA303KCTparupyeMbix
0e1KOoB B hOpMUPOBAHUM MOJIeKYIsipHOro ancamo0iist KC apoxckeii.
HenaBHo caenaHa elle ojHa MoONbITKa B HauboJjiee oOIeM BUje
npeactaButh cTpykTypy KC aposxkeit u crnocod BCTpauBaHWsI OCHOBHBIX
MU3BeCTHBIX rpymil 0enKoB (puc. 10) [44]. [TosiBIeHre TaKOi1 CXEMbI CUM-
BOJIM3MPYET BO3pACTAIOLINI MHTepeC UCcieoBaTe el K U3y4YeHUIO POJIU
oenkoB KC B popMUpoBaHUU 1 MOIEPKAHUU €€ MOJIEKYJISIDHOM CTPYK-
TYPBI M ITPEJICTABISIETCSI HAM BECbMa BaKHBIM (XOTsI M 6€3yCJIOBHO MPOMe-
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JKYTOUHBIM ) IIATOM Ha IIYyTU Pa3BUTHUS MPEACTABICHUIA O CTPOSHUM KJIe-
TOYHOI CTEHKU IPOACKEH.

IV. 3AK/TIOYEHUE

AKTHBHBIE UCCJIEIOBAHUS POJIU OEIKOB B (hOPMUPOBAHUU MOJIEKY-
JISIPHOTO aHCaMOJIsl KJIETOYHOM CTEHKM IPOXKeil HauaThl CpaBHUTEbHO
HeJlaBHO Y JOCTUTJIM B HACTOSIIIIEe BpeMsl 3HAUMTEIbHbBIX PE3YJIbTaTOB. 3a
KOPOTKHUU NEPHO/1 ObLIO BBISIBJIEHO 0OJIBIIOE KOJUUECTBO HOBBIX OETKOB,
Jiokanu3oBaHHbIX B KC npoxckeit. [TosrydeHbl CBUAETENLCTBA TOTO, YTO
OHU UTPAIOT BAXXHYIO CTPYKTYPHYIO POJib B AaHHOI opraHesuie. [Tpounso-
111712 HACTOSI1Iasl PEBOJIIOLIUSI B IPEJACTABICHUSIX O OEJIKOBOM KOMITOHEHTE
KJIETOYHOW CTEHKU — OT MENTUAOMAaHHAHA JO MAHHOIIPOTEUHOB, KOTOPHIE
B HACTOSIIIIEE BPEMSI TIPUHSITO JEIUTh HA TPU OOJBIIUE TPYIIIbI: OEIKH,
9KCTparupyeMble NeTepreHTaMu, IIE0UYe3IKCTparupyemMsole, U OCJIKH,
9KCTparupyemMbie TjtokoHazaMu. [TosiBieHue HOBO# MH(bOpMaILUU O
CTpyKType U pyHKUMSIX 0enKoB KC compoBoXaanoch CylleCTBEHHBIM
yoIyOeHeM 3HaHUI O CTPOSHMI caMOi KJIETOUHOM cTeHKHU. [TpenioskeHbl
HoBble Mojiesu cTpoeHust KC npoxokeit, 6oJiee MoJJHO COOTBETCTBYIOIIUE
pa3zHoo0pa3nio (PYHKIIMIA, BHIITOJHSIEMBIX 3TOI OpraHesuIoi U KaxKaoro
BXOJISIILIETO B Hee KOMITOHEHTa. MaeT akTMBHOE HaKOIJIeHWe DKCIe-
PUMEHTAJIbHBIX (haKTOB, OJTHAKO, HECMOTPSI HAa TOCTUTHYTHII Mporpecc,
0oJiblIasl YaCTh BOMPOCOB, KACAIOLIMXCS CTPYKTYPhI, (PYHKIIMH, a TaKXKe
Jnokanuzanuu 6enkoB KC npoxskeil elle BechbMa jajieka OT CBOETO
paspelieHus.

IToka ellie OTCYTCTBYET CTpOiHAsI KOHLIETILIUSI TOTO, KaK YCTpOeHa U
Kak (pyHKIIMOHUPYET KJIeTOUHasi CTeHKa, cxeMbl cTpoeHust KC npoxokeit
HOCST (hOpMaJIbHBIN XapakTep U OMUCHIBAIOT JIMIITb BO3MOXKHYIO KOMIIa-
HOBKY MaHHOMPOTEMHOBOTO U TJIIOKAHOBOTO CJI0€B 0€3 yueTa pa3HO00-
Ppa3HBIX (DYHKIINIA, BBITIOJIHSIEMBIX 3TOM OpraHesiIoi. JlampbHe il mpor-
pecc B 3Toi 06J1aCTH, IO BCel BEpOSITHOCTHU,, OYJIET CBsI3aH B IEPBYIO OUe-
penb ¢ pa3BUTUEM UCCIIEIOBAHU I CTPOESHUS U (DYHKIIMN OEJTKOB KJIE€TOUHOM
CTEHKU APOXKKEN.

Pa6ora BrimosiHeHa Tipu noyiepxke rpaHToB PO®U NeNe 0015—97851 n
00—04—48356.



Ponv 6eakoe 6 cmpykmype KaemouHoti cmenKu 0poiciceli

127

10.

1

—_

12.

13.

14.

VI.JIUTEPATYPA

. buprozoea B.HU. // YabTpacTpyKTyp-

Hasli OpTaHU3aIINsI IPOXKKEBOU KIIeT-
ku. M. U3zn. Hayka. 1993. 224 ctp.

. Baecaboe B.M. // buocuHTes yrie-

BOJIHBIX KOMITOHEHTOB KJIETOUHOM
creHKku apoxckeit. 1988. IMymuHo
OHTHU HLUBA AH CCCP. 198 C.

. Kanebuna T.C., Hypmunckas M.B.,

Uncan C., Yepmoe O.10., Pydenckas
I'H., Cmenanoe B.M., Kyraee U.C. //
buoopr. Xumug. 1994. T. 20. C.
627—634.

. Kanebuna T.C., laypunasuuiome JI.K.,

Illesenes A.B., @omunos I.B., Jlesu-
mun E.U., Anexceesa O.A., Yucan C.,
Ilanvkosa H.B., Kcenzenro B.H., Cme-
nanos B.M., Kyaaes U.C. // buoxu-
Mmust. 1998. T. 63. C. 1668—1674.

. Jlaypunasuuiome /1.K., bosun H.B.,

Haconoe B.B., Mopenkos O.C., Kane-
ouna T.C., Kyaaes U.C. // Joki. AKaj.
Hayk. 2000. T. 372.C. 407—409.

. lInvipesa, Eeopoe C.H. // Mukpo-

ouomorus. 1990. T. 59. C. 948—955.

. Aguado C., Ruiz-Herrera J., Sentandreu

R., Mormeneo S. // Res.Microbiol.
1998. Vol.149. P. 327—338.

. Alloush H. M., Lopez-Ribot J.L., Mas-

ten B.J., Chaffin W.L. // Microbiology.
1997. Vol. 143. P. 321—330.

. Angiolella L., Facchin M., Stringaro A.,

Maras B., Simonetti N., Cassone A. J.
// Infect. Dis. 1996. Vol. 173. P.
684—690.

Ash J., Dominguez M., Bergeron J.J.M.,
Thomas D.Y., Bourbonnais Y. //J. Bio-
chem. 1995. Vol. 270. P. 20847—20854.

. Ballou C.E. // Adv. Enzymol. 1974. Vol.

40. P. 233—270.

Ballou C.E. // Meth. Enzymol. 1990.
Vol. 185. P. 440—470.

Bidard F., Blondin B., Dequin S.,
Vezinhet F., Barre P. // Curr. Genet.
1994. Vol. 25. P. 196—201.

Bony M., Barre P., Blondin B. // Yeast.
1998. Vol. 14. P. 25—35.

15.

16.

17.

18.

19.

20.

21.

22.

23.

24.

25.

26.

27.

28.

29.

30.

w
—

Brawner D.L., Cutler J. E. // Infect.
Immun. 1984. Vol. 43. P. 966—972.

Cabib E. // Ann. Rev. Microbiol. 1975.
Vol. 29. P. 191—205.

Calderone R.A., Braun P.C. // Micro-
biol. Rev. 1991. Vol. 55. P. 1—20.

Cappellaro C., V. Mrsa, Tanner W. //
J. Bacteriol. 1998. Vol. 180. P. 5030—5037.

Caro L.H.P., Tettelin H., Vossen J.H.,
Ram A.F.J., Van Den Ende H., Klis F.M.
// Yeast. 1997. Vol. 13. P. 1477—1489.

Caro L.H.P., Smits G.J., Van Egmond
P., Chapman J.W., Klis FM. // FEMS
Microbiol. Lett. 1998. Vol. 161. P.
345—349.

Casanova M., Chaffin W.L. // Infect.
Immun. 1991. Vol. 59. P. 808—813.

Casanova M., Lopez-Ribot J.L., Mar-
tinez J.P., Sentandreu R. // Infect.
Immun. 1992. Vol.60. P. 4898—4906.

Chaffin W.J., Stocco D. // Can. J.
Microbiol. 1983. Vol. 29. P.1438—1444.

Chaffin W.J., Lopez-Ribot J.L., Casa-
nova M., Gozalbo D., Martinez J.P. //
Microbiol. Mol. Biol. Rev. 1998. Vol.
62. P. 130—180.

Cid V.J., Duran A., del Rey F., Snyder
M.P., Nombela C.,Sanchez M. //
Microbiol.Reviews.1995. Vol. 59. P.
45—386.

Conzelmann A., Reizman H., Desponds
C., Bron. C. // EMBO J. 1988. Vol. 7.
P. 2233—2240.

DeRisi J.L., Iyer V.R., Brown P.O. //
Science. 1997. Vol. 278. P. 680—686.

Donzeau M., Bourdineaud J.P., Lau-
quin G.J.M. // Mol. Microbiol. 1996.
Vol. 20. P. 449—459.

Eddy A.A., Rudin A.D. //J. Inst. Brew.
1958. Vol. 64. P. 19—21.

Edwards S.R., Braley R., Chaffin W.L.
// FEMS Microbial. Lett. 1999. Vol.
177.P.211-216.

. Farkas V. // The fungal cell wall. In:

Fungal protoplasts / Eds. Peberdy J.E,
Ferenczy L. N.-Y.Basel.1985. Vol. 6.
P.3—29.



128

T.C.Kanebuna, U.C.Kynaes

32. Gin-Navarro 1., Gil M.L., Casanova
M., Martinez J.P., Gozalbo D. /] J.
Bacteriol. 1997. Vol. 179. P.
4992—4999.

32a.Goldman R.C., Sullivan P.A., Zakula
D., Capobianco J.O. // Eur. J. Bio-
chem. 1995. Vol. 227. P. 372—378.

33. Grinna L.S., Tschopp J.F. // Yeast.
1989. Vol. 5. P. 107—115.

34. Hamada K., Fukuchi S., Arisawa M.,
Baba M., Kitada K. // Mol. Gen.
Genet. 1998. Vol. 258. P. 53—59.

35. Hartland R.P., Emerson G.W., Sullivan
P.A. // Proc. R. Soc. London. Ser. B.
1991. Vol. 246. P. 155—160.

36. Hernando F.L., Estevez J.J., Cebrian
M., Poulain D., Ponton J. //J. Med.
Vet. Micol. 1993. Vol. 31. P. 227—237.

37. Herrero E., Sanz P., Sentandreu R. //
J. Gen. Microbiol. 1987. Vol. 133. P.
2895—2903.

38. Hien N.H., Fleet G.H. // J. Bacteriol.
1983. Vol. 156. P. 1204—1213.

39. Hoyer L.L., Scherer S., Shatzman A.R.,
Livi G.P. // Mol. Microbiol. 1995. Vol.
15. P. 39—54.

40. Jentoft N. // Trends Biochem. Sci.
1990. Vol. 15. P.291—294.

41. Kalebina T.S., Rudenskaya G.N., Se-
lyakh 1.0., Khodova O.M., Chestu-
khina G.G., Stepanov V.M., Kulaev 1.S.
// Appl. Microbiol. 1988. Vol. 28. P.
531—-536.

42. Kalo A., Segal E., Sahar E., Dayan D.
// J. Infect. Dis. 1988. Vol. 157. P.
1253—1256.

43. Kandasamy R., Vediyappan G., Chaffin
W.L. // FEMS Microbiol. Lett. 2000.
Vol. 186. P.239—243.

44. Kapteyn J.C., Hoyer L.L., Hecht J.E.,
Muller W.H., Andel A., Verkleij A.J.,
Makarow M., Van Den Ende H., Klis
F.M. // Mol.Microbiol. 2000. Vol. 35.
P.601—611.

45. Kapteyn J.C., Ter Riet B., Vink E., Blad
S., De Nobel H., Van Den Ende H.,
Klis F.M. // Mol.Microbiol. 2001. Vol.
39. P. 469—480.

46.

47.

48.
49.
50.
51.

52.

53.
54.
55.

56.

57.

58.
59.
60.

6l.

62.

63.

Kapteyn J.C., Van Den Ende H., Klis
F.M. // Biochem. Biophys. Acta. 1999.
Vol. 1426. P.373—383.

Kapteyn J.C., Van Egmond P., Sievi E.,
Van Den Ende H., Makarow M., Klis
F.M. // Mol.Microbiol. 1999. Vol. 31.
P. 1835—1844.

Kessler G., Nickerson W.J. // J. Biol.
Chem. 1959. Vol. 234. P. 2281—2285.

Kitagaki H., Shimoi H., Itoh K. // Eur.
J. Biochem. 1997. Vol. 249. P. 343—349.

Klebl F., Tanner W. // J. Bacteriol.
1989. Vol. 171. P. 6259—6264.

Klis F. M. // Yeast.1994. Vol.10. P.
851-869.

Kollar R., Reinhold B.B., Petrakova E.,
Yeh H.J.C., Ashwell G., Drgonova J.,
Kapteyn J.C., Klis F.M., Cabib E. /] J.
Biol. Chem. 1997. Vol. 272. P.
17762—17775.

Kondo K., Inouye M. // J. Biochem.
1991. Vol. 266. P. 17537—17544.

Lampen J.O. // Ant. Van Leeuwen-
hoek.1968. Vol. 34. P. 1—18.

Lehle L., Bause E. // Biochim. Bio-
phys. Acta. 1984. Vol. 799. P. 246—251.

Lipke P.N., Wojchiechowicz D. //
Biochim. Biophys. Res. Commun.
1989. Vol. 161. P. 46—51.

Lipke P.N., Wojchiechowicz D., Kurjan
J. // Mol. Cell. Biol. 1989. Vol. 9. P.
3155—3165.

Lipke P.N., Kurjan J. // Microbiol.
Rev. 1992. Vol. 56. P. 180—194.
Lipke P., Ovalle R. // J.Bacteriol.
1998. Vol. 180. P. 3735—3740.

Lo W.S., Dranginis A.M. // J. Bac-
teriol. 1996. Vol. 178. P. 7144—7151.
Lupashin V.V., Kononova S.V., Ratner

E.N., Tsiomenko A.B., Kulaev 1.S. //
Yeast. 1992. Vol. 8. P. 157—169.

Lyons T.P., Hough J.S. //J. Inst. Brew.
1970. Vol. 76. P. 564—571.

Lyons T.P., Hough J.S. //J. Inst. Brew.
1971.Vol. 77. P. 300—305.

. Mormeneo S., Marcilla A., Iranzo M.,

Sentandreu R. // FEMS Microbiol.
Lett. 1994. Vol.123. P. 131—136.



Ponv 6eakoe 6 cmpykmype KaemouHoti cmenKu 0poiciceli 129

65. Mrsa, V., Klebl F., Tanner W. /] J.
Bacteriol. 1993.Vol. 175. P.2102-2106.

66. Mrsa V., Seidl T., Gentzsch M., Tanner
W.// Yeast. 1997. Vol. 13. P. 1145—1154.

67. Mrsa V., Tanner W. // Yeast.1999. Vol.
15. P. 813—820.

68. Mrsa V., Ecker M., Strahl-Bolsinger S.,
Nimtz M., Lehle L., Tanner W. /] J.
Bacteriol. 1999. Vol. 181. P. 3076—3086.

69. Munoz-Dorado J., Kondo K., Inouye
M., Sone H. // Nucleic Acids Res.
1994. Vol. 22. P. 560—568.

70. Nakajima T., Ballou C.E. // J. Biol.
Chem. 1974. Vol. 249. P. 7685—7694.

71. Obata T., Iwata M., Namba Y. // Agr.
Biol. Chem. 1977.Vol. 41. P.2387—2394.

71a. Packeiser A.N., Urakov V.N., Polya-
kova Y.A., Shimanova N.I., Shcher-
bukhin V.D., Smirnov V.N., Ter-Ava-
nesyan M.D. // Yeast. 1999. Vol. 15. P.
1485—1501.

72. Pastor J., Valentin E., Herrero E.,
Sentandreu R. // Biochim. Biophys.
Acta. 1984. Vol. 802. P. 292—300.

73. Pendark M.L., Klotz S.A. // FEMS
Microbiol.Lett. 1995. Vol. 129. P.
103—114.

74. Phaff H.J. // In: The Yeast physiology
and biochemistry. N.-Y.—London,
Acad. Press. 1971. Vol. 2. P. 135—210.

75. Popolo L., M. Vai // Biochim. Biophys.
Acta. 1999. Vol.1426. P. 385—400.

76. Ram A.F.J., Van Den Ende H., Klis F.M.
// FEMS Microbiol. Lett. 1998. Vol.
162. P. 249—255.

77. Roemer T., Bussey H. // Mol. Gen.
Genet. 1995. Vol. 249. P. 209—216.

78. Rosenfeld L., Ballou C.E. // Carbo-
hydr. Res. 1974. Vol. 32. P. 287—298.

79. Rouwenhorst R.J., Hensing M., Verbakel
J., Scheffers W.A., Van Dijken J.P. //
Appl. Env. Microbiol. 1990. Vol. 56. P.
3337— 3345.

80. Sanz P., Herrero E., Sentandreu R. //
Biochim. Biophys. Acta. 1987. Vol.
924. P. 193—203.

81. Sarthy A.V., McGonigal T., Coen M.,
Frost D.J., Meulbroek J.A., Goldman

R.C. // Microbiology. 1997. V.143. P.
367—376.

82. Schekman R., Novick P. // The sec-
retory process and yeast cell-surface
assembly. In: Strathern J.N., Jones
E.W., Broach J.R. The molecular
biology of yeast Saccharomyces cere-
visiae: metabolism and gene expres-
sion / Eds. J. N. Strathern, Cold Spring
Harbor Lab. N.-Y. 1982. P. 361—393.

83. Schreuder M. P. // In: Targeting of pro-
teins to the cell wall of yeast and
possible applications.1994. P. 109.

84. Sentandreu R., Northcote D.H. // J.
Biochem. 1968. V. 109. P. 419—432.

85. Sentandreu R., Northcote D.H. // Car-
bohydr. Res. 1969. Vol. 10. P. 584—585.

86. Shimoi H., Iimura Y., Obata T. /] J.
Biochem. 1995. Vol. 118. P. 302—311.

87. Shimoi H., Kitagaki H., Ohmori H.,
limura Y., Ito K. // J. Bacteriol. 1998.,
Vol. 180. P. 3381—3387.

88. Sipos G., Puoti A., Conzelmann A. //
EMBOJ. 1994. Vol. 13. P. 2789—2796.

89. Sipos G., Puoti A., Conzelmann A. //J.
Biol. Chem. 1995. Vol. 270. P.
19709—19715.

90. Staab J.F., Sundstorm P. // Yeast. 1998.
Vol. 14. P. 681—686.

. Strahl-Bolsinger S., Gentzsch M., Tan-
ner W. // Biochim. Biophys. Acta.
1999. Vol. P. 297—307.

92. Suomalainen H., Nurminen T., Oura
E. // Progress in Industrial Microbiol.
1973. Vol. 12. P. 109—127.

93. Tanner W., Lehle L. // Biochim. Bio-
phys. Acta. 1987. Vol. 906. P. 81—99.

94. Toh-e, A., Yasunaga S., Nirogi H.,
Tanaka K., Oguchi T., Matsui Y. //
Yeast 1993. Vol. 9. P. 481—494.

95. Van Der Vaart M., Caro L.H.P., Chap-
man J.W., Klis F M., Verrips C.T. //
J. Bacteriol. 1995. Vol. 177. P.
3104—3110.

96. Van Der Vaart M., Biesebeke R., Chap-
man J.W., Toschka H.Y., Klis F.M.,
Verrips C.T. // Appl. Env. Microbiol.
1997. Vol. 63. P. 615—620.

—_

9



130 T.C.Kanebuna, U.C.Kynaes

97. Valdivieso M.H., Ferrario L., Vai M.,  101. Wojchiechowicz D., Lu C.-F., Kurjan
Duran A., Popolo L. // J. Bacteriol. J., Lipke P.N. // Mol. Cell. Biol. 1993.
2000. Vol. 182. P. 4752—4757. Vol. 13. P. 22554—22563.

98. Valentin E., Herrero E., Pastor J., 102.Yu L., Goldman R., Sullivan P.A.,

Sentandreu R. // J. Gen. Microbiol. Walker G.F., Fesik S.W.//J. Biomol.
1984. Vol. 130. P. 1419—1428. NMR. 1993. Vol. 3. P. 429—441.

98a.Van Rinsum J., F. M. Klis, H. Van den 103. Yun D.-J., Zhao Y., Pardo J. M.,
Ende // Yeast. 1991. Vol. 7. P. Narasimhan M. L., Damsz B., Lee H.,

717—726. Abad L.R., Paino D’Urzo M., Hase-
; ; ; P.M., Bressan R.A. // Proc. Natl.

99. Vediyappan G., Bikandi J., Braley R., gawa )
Chaffin W.L. // Electrophoresis. 2000. /75‘3;261_%};;} SA. 1997. Vol. 94. P.

Vol. 21. P. 956—961.

100. William J.S. // J. Inst. Brew. 1970.
Vol. 76. P. 524—527.



