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[na gpbkoxis, SK | 4Na GiNbLIOCTI MIKPOOPraHiaMiB, rMoKO3a € OCHOBHUM J)KEPENOM
KapboHy Ta eHeprii, a TakoX Kro4YOBO €(DEKTOPHOK MOJIEKYO, 3a4isiHOK Y npoLie-
cax perynsuii TpaHCKpUNLii, OCKINbKN eKCNpecist 3HAYHOI KiNMbKOCTI FeHiB penpecyeTbes
[TOKO30t0, @ eKCMPECis iHWNX iHAYKYETbCA UMM KapboHoBUM cybcTpatom. Y MyTaHTIB
nekapcbKux ApipKmpKiB Sacharomyces cerevisiae 3 NOLWKOSIKEHUM TPaHCNOPTOM rekco3
30aTHICTb TPaHCMOPTYBaTK MHOKO3Y BU3HAYa€ NOTYXHICTb CUrHany penpecii. Y MyTaHTiB
mMeTunoTpodHux apikaxie Hansenula polymorpha 3 genetoBaHnMy ceHCopamu KO-
3m HpGer1 i HpHxs1 6yno gocnigkeHo ehekTUBHICTb MNOMMMHAHHS KITITUHAMK TIHKO3M
Ta PPYKTO3M i BNMAMB NOLLUKOMKEHHS TPAHCMOPTY LMX reKCo3 Ha kaTaboniTHy penpecito
NEepPOKCMCOMHOI anKoronboKCcMaasn, hepMeHTy NnepLloro etany Metadoniamy MeTaHorny.
Ha BigmiHy Big S. cerevisiae, y myTaHTiB Agcr1 i Ahxs1 NOLWKOAXEHHS TPaHCNOPTY rMto-
KO3 i PpyKTO3M He Yy BCIX BUMagKax Kopentosarno 3i CTyneHeM NoLKO4KeHHS kaTtaboniT-
HOI penpecii reHiB MmeTaboniamy anstepHaTnBHNX axepen KapboHy. Tak, y peuecrBHOro
MyTaHTa gcr1-2 3 aMiHOKMCNOTHOK 3aMiHo S85F TpaHcnopT rmoko3n 6yB MeHLW Mno-
LUKOMKEHNM, HidX y AeneuinHoro MyTaHTa, ToAi K AedekT rmoko3Hoi penpecii 6ys no-
MITHILLIMM. TakoxX y myTaHTiB AhxsT i Agcr1 NOLWKOMKEHHS TpaHCcnopTy hpykTo3n Big-
Pi3HANNCHA HECYTTEBO, ToAi Ak AedekT penpecii 6yB Binbl BupaxeHnm y Ahxs1. Takum
YMHOM, crieumdiyHe MOLLKOMKEHHS TPAaHCMOPTY reKco3 y pasi geneLii ansTepHaTUBHUX
ceHcopiB umx uykpiB y H. polymorpha — He egnHa NpuyYvHa, ska BU3Ha4yae CTymMiHb Mo-
LUKOMXEHHS KaTaboniTHOI penpecii.

Knrovoei crioga: meTunoTpodHi apikaxi, Hansenula polymorpha, TpaHcnopTe-
ponofibHi ceHcopw, MMIOKO3Ha Penpecisi, TPAHCMOPT rekcos.

BCTYN

MeTtunoTtpodHi apixaxi, Taki sk Hansenula polymorpha, Candida boidinii, Pichia
methanolica Ta Pichia pastoris HanexaTb 4O rpynn eykapioTU4YHUX MiKPOOpPraHiamis, LLO
LUMPOKO BUKOPUCTOBYHOTBHCH AN NpoAayKuii pekoMBiHaHTHMX BinkiB i3 3acTOCyBaHHAM
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CUITbHUX IHOYKOBaHMX MeTaHonoM npomoTopis [11]. Taki npoMOTOpK € CTPOro perynbo-
BaHVMW: PENPECYOTHCSA Pi3HUMM KOHLIEHTPALisIMX FreKCO3, Ancaxapuais Ta eTaHony, ae-
penpecyrTbCs Nif Yac BUPOLLYBaHHSA Ha rMileponi 1 iHAYKyTbCs 3a YMOB, KON MeTa-
HOM € EQUHVM XXEPENIOM KapOOHYy.

Ha cborogHi Mano BiAOMO MpO LUAAXW [FOKO3HOrO CUrHanBaHHS y METUNOTPOM-
HUX OPPKOKIB | NPO KOMMOHEHTW, 3ajisHi B nepedadi curHany rnioKo3Hoi penpecii 4o
npomoTopiB penpecnbenbHux reHis. MpoTte paHiwe Hamu Gyno ineHTudikoBaHo ABa
Oinkn HpGer1 i HpHxs1, siki 6epyTb y4acTb y KackagHUX MexaHiamax nepegaui riokos-
HOro curHany penpecii Ta iHaykKuii ekcnpecii rexis [18, 19].

[oMonor TpaHCMopTEPIB rekco3 y MeTUNOTPOHUX ApbkmkiB H. polymorpha 6inok
HpHxs1 (HeXose Sensor) Hanexutb 00 rpynu, YreHamu SIKOI € BCi BiZOMi HA CbOroHi
TpaHcnopTeponodibHi ceHcopw rmokoawn, Taki sk Snf3, Rgt2 S. serevisiae, Rag4 Kluyvero-
myces lactis i Hgt4 Candida albicans. Yci 6nm3bki romonorn 6inka HpHxs1 y opikoxie €
HETPAHCNOPTYHUYUMI CEHCOPaMMU IMOKO3W. BkazaHa 03Haka Ta CXOXICTb Y aMiHOKUCIIOTHIN
NOCNigOBHOCTI BUOKPEMITIOKOTb Lii FOMOMOrY TpaHCNopTePIB B OKpeMY rpyny TpaHCnopTepo-
nopgibHmx ceHcopiB rmoko3u [6]. Hanbnuxkdi romonorn HpHxs1 'y S. cerevisiae — ScCSNF3
i SCRGT2 — kopytoTb, BiANOBIAHO, BUCOKO- Ta HU3bKOAMiHHI CEHCOPMU ITHOKO3M, L0 peryso-
0Tb EKCMPECit0 (PYHKLiOHaNbHUX TpaHCnopTepiB rekcos. IHwWi agsa 6nuabki romonorn Ragé
K. lactis i Rco3 Neurospora crassa 3afisiHi ik y nepefadi curHany penpecii, Tak i B peryns-
Lii TpaHcnopty uykpiB [4, 12]. MogibHo o iHwWmx KpeOTpi-HeraTMBHUX OPDKIKIB, TAKUX SIK
K. lactis i C. albicans, y reHoMi H. polymorpha BUSIBNEHO NLLE OOUH TaKUA CEHCOP.

OkpiMm 3Ha4YHOI NOAIBHOCTI aMiHOKUCITOTHOI nocnigoBHOCTI HpHxs1 go TpaHcnopTe-
ponofibHMX CEHCOPIB IMHOKO3M, CBIAYEHHAM KIacUYHOI CEHCOPHOT dyHKLiT AaHoro Binka
€ Te, Wwo: 1) reH HpHXS1 ekcnpecyeTbCsl Ha Ay»Ke HU3bKOMY PiBHIi, @ MOro eKCnpecis iH-
OYKYETbCA Y pasi BUYepnaHHs rmoko3un; 2) nogidoHo oo Snf3, Rgt2 S. serevisiae Ta Rag4
K. lactis, Aki He 30aTHi TpaHCNOPTyBaTK MMoko3y, HpHxs1 He dyHKUiOHYE Sk nepmeasa
rekco3 y retepororivHii cuctemi S. serevisiae; 3) BkopodeHi popmu Ginka HpHxs1, ski
BTPATUNN YacTUHYy LmTonnasmaTnyHoi C-kiHUeBOI NMOCNiJOBHOCTI, HE 34aTHi (OYHKLiO-
HanbHO KOMMIIEMEHTYBaTU AeNneuinHnin MyTaHT AhxsT; 4) 3aMiHa OAHOro KOHCepBaTUB-
HOro amiHokmcroTHoro 3anuwka (R203K) koneepTye HpHXs1 y KOHCTUTYTUBHO CUrHanb-
HO-aKTUBHY bopMmy, LLIO 3abe3nevye nigBuLLIEHY Pe3UCTEHTHICTb O iHribiTopa anxaHHs,
aHTUMILMHY A Ha BUCOKMX KOHLIEHTPpAaLisIX rOKO31, MMOBIPHO, BHACHiAOK BUCOKOIO piB-
HS eKCMPECIi reHiB TpaHCNopTEPIB rekcos, siki 3abe3nevyoTb oepMeHTaTBHUI picT [19].

IHWIKI romonor TpaHcnopTeponoaidHMX ceHcopis rmoko3n y H. polymorpha, HpGer1
(Glucose Catabolite Repression) € HeobXigHMM ANs FNIOKO3HOT penpecii y LMx ApiKOXKiB
[2, 18]. MpoTe, Ha BigMIHY Big HETPAHCMOPTYHUUX CEHCOpIB rMoKko3un, HpGer1 BTpaTmB
AoBrun C-KiHUEeBWUIA ,XBICT”, HEOOXiAHWIA AN [TOKO3HOro curHantoBaHHs [18]. YHikanbHa
kopoTka C-kiHLeBa amiHOKMCNoTHa nocnigoBHicTe HpGer1 mae obmexeHy romonorito 4o
C-KkiHUeBOI AinsHKM OOMeHy ,ceHcopa rmnioko3n” B ScSnf3, ScRgt2, KIRag4, npote ii
yHKLiOHanbHe 3Ha4YeHHs Hapasi He BCTaHOBIEHE. TaKoX OCTAaTOMHO HE BCTaHOBIEHO,
un € HpGer1l dyHKUiOHanbHUM TpaHcnopTepoM y H. polymorpha un y reTeponorivHin
cuctemi S. serevisiae. Cnig 3a3HaunTyv, WO CEHCOPHI Binkn ApixaxiB ginoreHeTu4Ho
NoB’si3aHi 3 BUCOKOAMIHHMMN CUMMNOPTEPaMn rekcos3 ApKOKiB i rpnbis, HaNGNx4Mm 4o
AKX € BNacHe roMosior TpaHcnopTepis rekco3 H. polymorpha — HpGcer1.

Heneuis reHa HpGcer1 npn3BoguTb 40 3HAYHOIO MOLLKOM)KEHHSA POCTY Ha cybeTpa-
Tax-rekcosax, Lo KOpesntoe 3 MOLIKOMKEHHSAM KaTaborniTHOI penpecii NepoKCUCOMHOT
ankoronbokcuaasun [18]. Y Tou xe vac geneuis HpHXS1 He npu3BooUTb A0 3HAYHOMO
NOLLUKOPKEHHS POCTY, ane 3yMOBIIOE TPAH3IEHTHUI AedeKT pyKTOo3HOI penpecii [19].
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Taknm YMHOM, BUHWMKAE NUTAHHSA, Y1 KOPENIOE Y METUTOTPOGHUX ApbKaxis H. poly-
morpha CTyNiHb NOLUKOKEHHS IMOKO3HOT Ta (PpyKTO3HOT penpecii reHiB, NPoayKTUN SKNUX
3afigHi B MmeTtaboniami anstepHaTUBHUX axxepen KapOoHy, 3i CTyneHeM MOLLKOOKEHHS
TpaHCNOPTY BiANOBIOHMX LYKPIB Y KNITUHY.

MATEPIAIIN TA METOOW OOCHNIOXEHHA

Y paHi poboTi BukopuctoByBanu wtamu H. polymorpha NCYC495 (npototpod)
Hagani WT (avkun Tun), Agerimet6 Hagani Agcer1 (3 geneuieto reHa, SKuin Kogye noTeH-
LiNHWIA CeHCOop TNOKO3N), TOYKOBUIA MyTaHT ger1-2 [18] i Ahxs1 (npoToTpod, i3 aeneui-
€10 reHa, KU Kogye HuabkoadiHHMIM ceHcop rmokosun) [19]. Opikaxi Bupolysanu 3a
37°C y 6aratomy cepegosuili YPD (1% gpixmxoBun ekcTpakt, 2% GaktonentoH, 1%
rntoko3a), YPS (1% gpixmpkoBuin ekcTpakT, 2% GaktonentoH, 1% caxaposa), YPE (1%
ApKoKoBUIN ekcTpakT, 2% 6aktonenToH, 1% eTtaHon), MiHepansHoMy cepeaoBuLli YNB
(0,67% Yeast Nitrogen Base (Difco)), abo miHepanbHomy cepenoBuLui (aHanor YNB —
cepenosuile benbkronbaepa) Takoro cknagy, y r/in: KH,PO, — 1; (NH,),SO, — 3,5;
MgSO,x7H,O - 0,5; CaCl, - 0,1; gpikmkosun ekctpakr ,Difco” — 0,5. [ins BupoLlyBaH-
Hs1 ayKCOTPOMPHUX WTaMiB Ha MiHepanbHUX cepeoBuMLLaX A04aBanm BignoBigHi pakto-
pyv POCTY — NENLMH, METIOHIH Y kKoHUeHTpauii 40-50 mr/n. KoHueHTpauia mpxkepen Kap-
6oHy ctaHoBuna 1% (macosui abo 06’eMHMN), SKLWO He BKa3aHOo iHakwe. Arapn3oBaHi
cepeposuLla mictunu arap (2%).

[nsa 6ioxiMiyHMX ekcnepyMEHTIB APiKAXI KynbsTMBYBanun 4O cepegnHu norapndmiv-
HOI dhasm pocTy B konbax Ha kavanui 3a 220 06/xB, KO He BKasaHo iHakwe. biomacy
KNiTMH (B 0AMHMUAX ONTUYHOT rycTuHm (OD,, ) BU3Ha4anu 3a ONTUYHUM MOTMMHAHHAM
pO3BEAEHNX CYCNEeHsiN WnaxoM hoTOMETPYBaHHSA Ha cnekTpodoTomeTpi ,Helios-y” 3a
A0BXWNHM XxBUNi 600 HM y KIOBETI LUMPUHOKO 1 CM.

BusHauyeHHs1 akTUBHOCTEN (pepMeHTIB

KinekicHe Bn3HaveHHs aktusHocTti AO npoBoamnu abo in situ B nepmeabinizoBaHmx
OUTITOHIHOM KNiTMHaX ApbKaKiB, abo y B6e3kniTUHHNX ekcTpakTax [1].

[MMTOMY aKTMBHICTb ankororibokCuaa3smn B1u3Hayarnm 3a KinbKicTio yTBOPEHOro ne-
pekncy BoAHIO 3a 1 xB y nepepaxyHky Ha 1 mr 6inka abo knituH. MNepekuc BOAHIO
aHanisysanu (oToMeTpMYHO 3a YTBOPEHHSIM KOJNTbOPOBOro NPOAYKTY NepoKCMAa3Ho-
ro OKUCHEHHS o-AianiananHy abo ABTS (2,2"-a3nHo-6ic(3-eTnnbeHsoTia3oniH-6-cynb-
daTHOI KMCnoTn).

IMyHopeTekuin 6inkiB metogom BecTepH-6noTUHry

MpuroTyBaHHA OE3KMITUHHUX EKCTPaKTiB, ernekTpodope3 y noniakpunamigHoMy
reni 3a NpUCYTHOCTI HaTpi gopdeunncynbdaty (SDS-PAGE) Ta iMmyHogeTekuito Ginkis
meTogom BectepH-6noT-aHanisy nposogunu 3rigHo 3 Waterham et al. [21].

AHani3 TpaHcnopTy rntoko3un/cgpyKTosn

TpaHcnopT pafioakTUBHO MiYEHOI IMHKO3W B KNITUHY BU3HAYanu 3rigHo 3 METOLOM,
onucaHum y [10] i3 HU3kor moaudikadin. KnituHu nigpollysanu Ha MiHepansHOMYy cepe-
O0BULLi 3 PI3HUMU KOHLIEHTPALisiIMU [FHOKO3M Ta (PPYKTO3M OO CepeanHN eKCNIOHEHLUINHOT
dasm pocTy N ocafpKyBanv Npy ONTUYHIN rycTuHi 60 mr/mn. TNornuHaHHs rmoko3u/dpyk-
TO3M BM3Ha4anu gogasaHHam 0,1 mn knituH (3a 37°C) go 0,05 mn po3vmHy pagioakTme-
Ho-MmideHoi “C-rnioko3n/"“C-cpykTo3n (3 nutomoto pagioaktmsHicTio 0,11 MKi/Mmornb
anst 50 MM posuuHy rmoko3un/cppyktosun, 1,1 mKi/Mmonbe ans 5 MM i 5,4 mKi/Mmonb ans
0,5 MM) B 0,1 M dhocatHomy Bydbepi (pH 6,5) oo kiHueBoro o6’emy 0,15 mn. Cyxa maca
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KNiTWH ctaHoBuna 15 mr/mn. lMicns iHkyGauii npotsrom 5 ¢ i3 pagioakTMBHO MiYEHUM LyK-
pom 0,1 M cycneHsii kniTuH nepeHocunn B 10 mn oxonomxeHoro Ha nbogi 0,5 M posdnHy
LyKpy Ons 3ynuHKu peakuii. CycneHsito knitnH weuako (20 ¢) ginbtpyBanu 3 BUKOPU-
CTaHHAM BaKyyMHoOro dinistpa Ta Agidi Bigmmeanu B 10 mn oxonogkeHoi 500 mM rrntoko-
3u/cppykTo3un. 3pasku (hinsTpyBanbHi Nanipuj 3 ocampKeHUMN KNiTUHaMK) NepeHoCUnmn
Yy CUuMHTUNAUinHY pigmHy. Mopuito (0,01 M) peakuiiHoOi cymilli BUKOPUCTOBYBanu Ans
BU3HAYEHHS 3aranbHOi pagioakTUBHOCTI. PafioakTMBHICTL BU3HAYanm Ha CUMHTUNALIN-
Homy niunnbHUKy (Rac-Beta 1219, LKB, LUBeuis). LLUBMAKICTb 3aCBOEHHA (TpaHCMoOpTY)

roKo3U/cpykTo3n (V) BUpaxanu y HMOrb rTHOKO3M Ha M Cyxoi Macu KnituH 3a 1 xs.

(cpm "C-Glc — cpm "“C—Glcg,)x[Hmonb Mk Glc]x100 mkn
npo6u BO

[ClC)itnmna = cpm “C-Glcgyx10 |

ae cpm "“C—Glc,, — paaioakTUBHICTb HecneumndiYHO 3B8’A3aH0T “C-rmoKo3n 3 QinkTpy-
BanbHVUM nanipuem; cpm “C—Glc_,*10 — BuxiaHa pafioakTUBHICTb pO34nHY 'C-rmoKoau;
100 mMkn — nopuis cycneHsii KniTuH i “C-rntoko3u, B AKili BU3HAYany pagioakTUBHICTb;
HMonb MK GIc — BUpaXeHHs1 KOHLeHTpauii rmoko3n (Mmonb '), siky gogasanu Oo
CYCNEH3sii KNiTUH.

[Glc]KJ'IiTI/IHHa

Apgr- = ,
V [Hmone xe™mr CM] 0,083 xBx1 Mr cyxoi Macu KniTuHM

ae 0,083 xB — BupaxeHHs1 5 ¢ (4acy iHKybauii kKniTuH i3 po3unHom “C-Glc) y xB; 1 mr
CyXOl Macu KniTUH — Maca KniTUH y NopLil CyCneHsii, B kil BU3Ha4anu pagioakTUBHICTb.

PE3YNLTATU OOCINIIKEHD | IXHE OBIrOBOPEHHSA

PaHiwe 6yno BcTaHoBnEHO, Wo MyTaHTn H. polymorpha Agcr1 i Ahxs1 3 genetosa-
HUMW CEHCOpaMMU FIIOKO3M BUSBNSANM MEBHY 3aTPMMKY B POCTi HA TUX UM iHLUMX LyKpax
i pi3HUI CTyNiHb NOPYLUEHHS KaTaboniTHOT penpecii [2, 17—19]. [NowKogkeHHA TpaHcnop-
TY LIYKpiB MOITIO SIK BNNMBaTK Ha LWBWUAKICTL POCTY APPKOXKIB, Tak i 3ymMoBntoBaT AedekTt
penpecii reHiB, NPOAYKTY SK1X 3adisHi B MmeTaboniami anstepHatuBHUX axepen KapOoHy,
TOoMYy Hamu Byno JocnigXeHo TPaHCNOoPT KO3 Ta PPYKTo3mn y wtamiB Agcer! Ta Ahxs1.
TpaHCnopTHY aKTUBHICTbL MYyTaHTIB BU3HA4arnu 3a ymoB KyrnbTUBYBaHHSA KMiTUH Ha cepe-
JO0BULLIAX i3 PIBHUMU KOHLEHTpaUiax LyKpiB. Y ekcrnepMMeHTax JochigxysBanu wBua-
KiCTb MOrMUHaHHS pafioakTVBHO MiYEHUX MIOKO3W Ta PPYKTO3N Y TPbOX KOHLEHTpaLisX —
0,5 MM, 5 MM Ta 50 MM.

Y pasi BupoLlyBaHHs wrtamiB H. polymorpha Ha cepegoBuLli 3 1% rmoko3oto no-
MMWHAHHS LbOro LyKpy Oyno nowkomkeHe GinbLlUo Mipot Yy MyTaHTIB ger1-2 (To4ko-
Bun) [18], Agcr? i yacTkoBO B Ahxs1, wo Bkadye Ha yyacTb 6inkiB HpGcer1 i HpHxs1
y HM3bkoadiHHOMY TpaHCMOopPTi rMoko3mn (puc. 1). 3a ymoB BUPOLLYBaHHS KITiTUH Ha ce-
penoBuLLi 3 HU3bKMMU KOHLEHTpaLisMKU roKo3n Byno nokasaHo, Lo BUCOKOARiIHHMN
TPaHCMNOPT HE3HaYHO MOLUKOMKEHUIN NuLle y gcr1-myTaHTiB, Togi K y Ahxs1 rmokosa
TpaHcnopTyBanacb NoAibHo Ao wTamy Aukoro Tmny. MoxHa npunycTuTH, WO CrOoBifb-
HEHHS pOCTYy gcr1-MyTaHTIB Ha INIOKO3i 3yMOBIHOBANoCs MOLIKOMKEHHAM TPaHCMOPTY
i BHMXKEHHAM BHYTPILLHBOKMNITUHHOrO Nyny AaHoro cybeTpary.

Bepy4n 0o yBarun cnoBinbHeHHs pocTy Ahxs1 Ha cepenoBuLLi 3 PpykTo30t0, Byno
3p06NeHO NpUNyLLEHHS, WO NpoAaykT reHa HpHXS1 € perynaTopHUM KOMMOHEHTOM
TPaHCMNOPTHOI CUCTEMU JaHOro kapboHoBoro cybeTpaTty. Ak Byno onucaHo padile,
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aeneuis reHa HpGCR1 Takox Npu3Boauna Ao MOLIKOMKEHHSA POCTY BignoBigHOro ge-
NevuinHOro MyTaHTa Ha cepefoBuLLi 3 PpyKTO3010 i, K HACMigoK, A0 MOLUKOAXKEHHSA pe-
npecii reHa, 9k Kogye ankoronbokcnaasy [18].

KniTuHn, BupoLleHi Ha cepegoBuLLi 3:

1% rnoKosun 0,1% rnrokosun
354 14+
301 B 50 mM Glc _ 1p] B 50 mM Glc
= B 5wmMGIc > B 5wmMGIc
fj 251 B 0.5 vM Gic fj 10- B 0.5 vM Gic
‘TE 204 ‘TE 8
2 2
o 154 a6
S 5
i 10 i 44
> 5 > 9l
0- 0-
WT ger1-2  Agcert Ahxs1 WT ger1-2  Agcert Ahxs1

Puc. 1.lMornvHaHHa mioko3u knitnHamu wramis H. polymorpha. Knitunn iHky®yBanu npotsirom 14 rog y ce-
pepouLax i3 Bucokot (1%) ta Husbkoto (0,1%) KOHLEHTpaLisiMX [MIOKO3W | BU3HAYanu LUBUAKICTb
nornuHaHHa gaHoro kapboHosoro cybctparty (V). YmosHi nosHaveHHs: Glc — rmoko3a, CM — cyxa
mMaca knituH, WT — wram gukoro tuny NCYC495

Fig. 1. Glucose uptake by H. polymorpha strains. Cells were incubated in the media with high (1%) and low
(0.1%) glucose concentrations during 14 h and glucose uptake rate was determined (V). Species ab-
breviations are: Glc — glucose, CM — cell dry weight, WT — wild type strain NCYC495

BcTtaHoBneHo, wo obnaea geneuinHi wtamm Ager! ta Ahxs1 xapaktepuayBanucs
HEe3HaYHMM MOLLKOKEHHSIM BUCOKOAIHHOIO (Y pasi BUPOLLYBaHHA KNITUH Ha cepeno-
BuLi 3 0,1% dpykTO31) Ta NMOMITHNM NOLLKOMKEHHAM HU3bKoadiHHOTO (3 1% cbpykTO3M)
TpaHCNOPTY UIEl rekco3n, Toai K TOMKOBUIA MYyTaHT gcr1-2 mMaB MOLUKOOKEHUA NULLE
HM3bkoadiHHMI TpaHcnopT (puc. 2). Cnig HaronocuTH, WO B pasi BUPOLLYBaHHS KNITUH
Ha cepeoBULLi 3 BUCOKOK KOHLIEHTpaUieto opykTo3n ToukoBa MyTauis B reHi HDGCR1
HeraTMBHO BMNMBana Ha TPaHCMOPT LbOro LyKpy, ane He Briokysana 1oro, Togi sk ge-
neyis reHa NpakTU4HO MOBHICTIO BGroKyBana HM3bkoadiHHUIM TpaHCNOPT PpyKTO3n. Bu-
XOASUN 3 OTPUMAHUX AaHMX, MOXHa npunyctuTtu, wo HpGer1 Ta HpHxs1 peryniooTb
ekcnpecito BinkiB, 3agisHUX y TpaHCNopTi Lboro Lykpy. CXoxicTb y dheHoTuni ABOX Ae-
neuinHux wramis Agcer! Ta Ahxs1 Bkadye Ha MoxnuBy B3aemogito HpGer1 Ta HpHxs1
nig Yyac nepegadi ppyKkTO3HOrO CUrHany.

Bigomo, wo B S. cerevisiae rntokosa iHribye TpaHcnopT ppyKkTo3n i, HaBNaku, MpPyk-
TO3a iHribye TpaHCMOPT rMKO3K, WO CBIAYUTL NPO CHiNbHY CUCTEMY TPaHCMOPTY LMX
uykpiB [6]. Onsa H. polymorpha 6yno nokasaHo, Lo Taki Lykpu Sk dpyKkTo3a, Mansrosa,
MaHHO3a Ta KCUIio3a € KOHKYpeHTaMn y pasi Hu3bkoadiHHoT cuctemun TpaHcnopty [10].
MyTaHT Ahxs1 xapakTepun3yBaBCs NOLUKOMXKEHHSM 060X CUCTEM TPaHCMOPTY PPYKTO3N
nig Yyac BMPOLLYBaHHS KMITUH Ha LbOMY CyOCTpaTi 1 NULLIE YaCTKOBUM MOLLKOKEHHAM
HM3bkoaPiHHOIO TPACMOPTY TOKO3M, MOPIBHAHO 3i LUTAMOM OUKOrO TUMy.

Takox 6yno BUBYEHO TPAHCMOPT LbOro LYKPY Y KMiTUH, BUPOLLEHUX Ha cepeoBu-
LIl 3 BMCOKOI KOHLIEHTpAaLi€to rMoKo3K, 3a YMOB, KOS HE TeHepyeTbCA (OPYKTO3HUM
CuUrHan Ta iHAYyKylTbCS TpaHCNOPTEPU rekcos, 34aTHi TpaHCNopTyBaTU K FMOKO3Y,

Tak i ppykTosy (puc. 3).
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KniTuHu, BMpoLleHi Ha cepeaoBuMLLi 3:
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Puc. 2. MNornuHaHHsa dpykTosm y wramis H. polymorpha. KnituHu iHkyGyBanu npotsarom 14 rof y cepenoBu-
wax i3 Bucokoto (1%) ta Huabkoto (0,1%) KOHLEHTpaLisMu pyKTO3n i BU3HA4anu WBWUAKICTb NOrmu-
HaHHsA gaHoro kapboHoBoro cybctpaty (V). YmosHi no3HaveHHs: Fru — dopyktosa, CM — cyxa maca
kniTuH, WT — wrtam gukoro trny NCYC495

Fig. 2. Fructose uptake by H. polymorpha strains. Cells were incubated in the media with high (1%) and low
(0.1%) fructose concentrations during 14 h and fructose uptake rate was determined (V). Species
abbreviations are: Fru — fructose, CM — cell dry weight, WT — wild type strain NCYC495

KniTvHu, BUpoLlleHi Ha cepeaoBuLLi 3: KniTuHu, BUpoLleHi Ha cepeaoBuMLLi 3:
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Puc. 3. MNornmHaHHA rmoko3n Ta gpykTodn y wramis H. polymorpha. KnituHn iHkybGyBanu npotarom 14 rog
y cepeposuLLax i3 BUCOKO (1%) Ta H13bKoto (0,1%) KOHLEHTpaLisiMK IIIOKO3KM Ta OPyKTO3N | BU3HA-
Yanu LWBMAKICTb NOMMUHAHHA pagioakTMBHO MiveHoT dpykTosn (V). YmoeHi nosHadeHHs: Glc — rntoko-
3a, Fru — dpykrosa, CM — cyxa maca knituH, WT — wram gukoro tuny NCYC495.

Fig. 3. Glucose and fructose uptake by H. polymorpha strains. Cells were incubated in the media with high
(1%) and low (0.1%) glucose and fructose concentrations during 14 h and fructose uptake rate was
determined (V). Species abbreviations are: Glc — glucose, Fru — fructose, CM — cell dry weight, WT —
wild type strain NCYC495

Byno nokasaHo, o wTtam Ahxs1 He nornuHas OPYKTO3Yy Nif Yac BUPOLLYBaHHSA
KIMITUH SIK HA cepedoBULLI 3 BUCOKOI, TakK i Ha cepedoBuLLi 3 HA3bKOK KOHLIEHTpaLieto
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rntoko3u (puc. 3). OTpumaHi ekcnepuMeHTanbHi AaHi NiATBEPOXKYOTb paHille BCTAaHOB-
NEeHW gakT, WO BUCOKOAMiHHI CUCTEMM TPAHCMOPTY rOKO3M Ta pykTosn B H. poly-
morpha He MaloTb cninbHUX enemeHTis [10].

MMornMHaHHS rMOKO3M Y KNITUH LWTamy OUKOTo Ty Ta Ahxs1, BUPOLLEHMX Ha cepe-
JOBWLL 3 BUCOKO KOHLIEHTpAaUiEto (PpyKTO3M, CYyTTEBO HE BiOPI3HANOCS Bif TpaHCNOPTY
LbOro LyKpY Y KNiTUH, BUPOLLEHNX Ha CEPELOBULLI 3 BUCOKOHK KOHLIEHTPALIEH0 MMHOKO3MN.

Cnig 3ayBaxuTu, WO Nig Yac BMPOLLYBAHHS KNITUH 9K LUTaMy OUKOrO Tuny, Tak
i MyTaHTa Ahxs1, Ha cepefoBMLLi 3 HU3bKOK KOHLEHTpaUie rnioKkosu, ppyktosa He
TpaHcnopTyBanach, To4i SiK BAPOLLEHI Ha cepefoBULLi 3 HU3bKOK KOHLUEHTpaLE hpyk-
TO3M KMiTMHM 060X LWTaMiB iHOYKyBanu BUCOKOAMIHHMI TPaHCMOPT rnokosun. Bigomo,
WO y KNiTUH H. polymorpha, BUPOLLEHNX HA METaHOIi 1 eTaHOMi, eKCNPecyeTbCH BUCO-
KoadpiHHa cuctema TpaHcnopTy rmnoko3un [10]. AHani3 TpaHCnopTy UbOro LyKpy Y KNiTUH
aukoro Tuny Ta Ahxs1, BUPOLLEHMX Ha cepefoBULli 3 METAHOMOM i rriueporiom, nig-
TBepauB hakT PyHKLIOHYBaHHS BUCOKOADIHHOIO TPAHCMOPTY IMIOKO3K 3a YMOB BiACYyT-
HOCTI LbOro cybcTpaTty B pOoCTOBOMY cepeoBuLli (puc. 4). Takuin peHoMeH, iMOBIpHO,
Oa€ MOXIMBICTb KIiTUHAM, BMPOLLEHUM Ha He30po[XyBanbHUX cybcTpaTax, LBUOKO
afjanTyBaTuCs 4O MOSIBY IMHOKO3U B POCTOBOMY CEPELOBULL.

KniTuHun, BupoLleHi Ha cepegoBuLLi 3:

0,5% meTaHony 0,5% rniuepony
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X ]
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Puc. 4. MNornyHaHHsa rmioko3u y wramis H. polymorpha. KnituHu iHkyGyBanu npoTsirom 18 rog Ha MeTaHorb-
HOMY Ta rMiLeporbHOMY CepefoBULLAX | BU3Ha4Yanu WBMAKICTb NornuHaHHs rmiokosu (V). YmosHi no-
3HaveHHs1: Glc — rnoko3a, CM — cyxa maca knitH. WT — wtam gukoro tuny NCYC495

Fig. 4. Glucose uptake by H. polymorpha strains. Cells were incubated on methanol- and glycerol-cintaining
media during 18 h and glucose uptake rate was determined (V). Species abbreviations are: Glc — glu-
cose, CM — cell dry weight, WT — wild type strain NCYC495

OTXe, NPUCYTHICTb iHOYKTOpa B CEpedoBULLi He € OOOB'SI3KOBOKD YMOBOK [fisi
YHKLIOHYBaHHSA BMCOKOAMiHHOrO TPaHCMNOPTY FMOKO3W, ToAi SK ANns iHAYKUiT BUCOKO-
adhiHHOIO (OpPyKTO3HOIO TPAHCMOPTY HeOOXiAHa HasiBHICTb hpykTO3M (puc. 3).

BcTaHoBrneHo, Wo aedeKT NormMHaHHA KO3 Y CKOHCTPYMOBAHOro NOABIMHOMO
geneuinHoro mytaHTa Agcr1Ahxs1 maB KyMynaTUBHUIA xapaktep. Llen wram xapakre-
pv3yBaBCs MOBHMM BITOKOM BUCOKO- Ta HU3bKOAIHHOMO TPaHCMHOoPTY.

Ockinbkn y MyTaHTIB S. cerevisiae 3 NOLLKOIKEHNUM TPAHCMOPTOM rekco3 34aTHICTb
TPaHCMOPTYBaTK [MHOKO3Yy BM3HAYaE MOTYXHICTb curHany penpecii [13], Hamu Gyno ne-
PEBIPEHO, SIK BMIMBAE MOLUKOXKEHHS TPAHCMOPTY eKCO3 y MyTaHTHUX WTaMiB Agcri,
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Ahxs1i Agcr1Ahxs1 Ha CTyniHb kaTaboniTHOI penpecii NTEPOKCMCOMHOro hepMeHTy an-
koronbokcugasu. MNoaidHo go geneduii reHa HpGCR1 [18], aeneuia HpHXS 1 npussoaun-
na o nowkomKkeHHs rntokosHoi penpecii AO (puc. 5) [18]. lMpoTe uen deHoTun GyB
MeHLUe BUpaxeHun y Ahxs1, Hixx y Agcer1. YacTkoBui GOk rnioKO3HOT penpecii y wramy
Ahxs1 6yB nigTBEpOYKEHMI 3a AONOMOrot BecTtepH-6noTuHIy Npu BU3HAYEHHI piBHSA Gin-
ka AO Ta GioximMi4HOro aHanisy akTMBHOCTI LbOro oepmeHTy (puc. 5). Cnig 3ayBaxuTi,
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Fig. 5.

Perynsuis cuHTedy nepokcUcOMHOI
AO B H. polymorpha pisHumn kap6o-
HOBMMU cyGecTpatamu: A — KiHETUKM
pocty 1 aktneHocTi AO y witamy Am-
KOro Tuny Ta MyTaHTiB Agcr1, Ahxs1
i Agcr1Ahxs1 Ha pisHUX Oxepenax
kapboHy. KniTvHu BupoLlyBanu npo-
TAroMm Hodi Ha YPS i nepeHocunu
y CBiXe MiHeparnbHe cepefoBuLle i3
BKasaHWMu cybcTpatamu. AKTUBHICTb
AO BM3Ha4amn B GE3KNITUHHMX eK-
ctpaktax. b6 — getekuia AO meTogom
BecTepH-6noTuHry 3a ymoB BUPOLLY-
BaHHA KNITMH Ha pi3HUX Jxepenax
Kap6oHy. Y nyHku BHocunm no 10 Mkr
6inka. YwmosHi nosHayeHHs: WT —
wTtam gukoro Tuny NCYC495

Regulation of peroxisome AO syn-
thesis by diferent carbon substrates
in H. polymorpha strains. A — kinetics
of growth and AO activity of wild type
strain and Agcr1, Ahxs1 and
Agcr1Ahxs1 mutants cultivated on
different carbon sources. Overnight
cell culture grown on YPS was trans-
fered into fresh media with indicated
carbon substrates. AO activity was
assayed in cell-free extracts. 6 —
Western blot analysis of AO in cells
grown on diferent carbon sources. 10
ug of protein were loaded per lane.
Species abbreviations are: WT — wild
type strain NCYC495
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WO CTYNiHb MOLUKOKEHHS TMOKO3HOI penpecii y wTamis Agcr! 1a Ahxs1 HeraTuBHO
KOpentoBaB 3i LUBUAKICTIO POCTY LMX LUTaMiB Ha AaHOMY KapboHOBOMY cyBCTpari.

[eneuinHun wtam Ahxs1 He 34aTHUIA POCTU Ha cepeaoBULL 3 METaAHOMNOM 3a Npu-
cyTHocTi 2-DOG, o BKasye Ha He3Ha4yHe MOLUKOAXKEHHSI TFOKO3HOI penpecii B LIbOro
myTaHTa [18]. Bigomo, o Hanbnvxunin romonor HpHxs1 y natoreHHoro Buay Apixaxis
C. albicans, Hgt4, HeobxigHuni onsa pocTy Ha OpyKTo3i ik eanHoMy mxkeperi KapOoHy,
a MyTaHT Ahgt4 xapakTepuayeTbCs He3Ha4YHUM SEeEKTOM POCTY Ha TTOKO3i Ta MaHHO3I
3a yMOB BigcyTHocTi aepauii [7]. MogidHo ao mytanTa C. albicans Ahgt4, wtam H. poly-
morpha Ahxs1 xapakTepusyBaBca OeSKUM BigCcTaBaHHAM Y s1a2-hasi pocTy, NOPIBHSHO
3i LUTAMOM AMKOrO TUMY, HA CepeaoBULLI 3 FMOKO30t0 Ta YPYKTO3010 (puc. 5, A).

Y pasi BupoLlyBaHHA MyTaHTiB Agcr1 i Ahxs1 Ha bpyKTO3i piBEHb MOLLKOMKEHHSA
penpecii AO y wrtamy Ahxs1 6yB 3HAa4YHO BULLMM, HiXX Mig Yac KyrnbTMBYBaHHS LibOro My-
TaHTa B CepesoBULL 3 ITHOKO3010, ToAi SK Y Agcer1 aedekT pyKTO3HOI penpecii anko-
ronboKcKaasn He ByB TakMM NOMITHUM, SIK MOLUKOZKEHHSI ITHOKO3HOI penpecii (puc. 5, b).
Cnig 3a3HaunTW, WO eTaHon 3anuwaBcsd CuIlbHUM penpecopoM cuHTedy AO B 060x
wramis Ager1 Ta Ahxs1.

OpHovacHe penetyBaHHA reHiB HpGCR1 i HpHXS1 y BignoBigHOro myTtaHTa
(Ager1Ahxs1) npnssoamno Ao BinbLu BUpaxxeHoro AedekTy MMKO3HOT Ta NOLIKOAKEHHS
dpykTo3HOI penpecii AO, a Takox [0 TpuBaniwoi js1ae-asn pocTy Ha 000X Lykpax
(puc. 5). Buxogsum 3 gaHux npo aktuBHiCTb AO nig Yac KynbTMBYBaHHSA NMOABINHOMO
JenewinHoro MyTaHTa Ha rnioKo3i Ta PpyKTO3i, NOLLKOXKEHHS FMIOKO3HOI penpecii reHa,
AKMNA Kogye Len Binok, Mmamno KyMynsTMBHUI XapakTep, ToAi SK piBEHb MOLUKOOKEHHS
dpyKTO3HOI penpecii B Ager1Ahxs1 npakTU4HO He Bigpi3HaBCSH Big AhxsT.

Takum umHoM, aenedis reHa HpGCR1y witamy Ahxs1 3ymoBntoBara CnoBiflbHEHHS
POCTY Ha cepedoBuLLI 3 (PPYyKTO300 Ta HE3HAYHO BMMBana Ha CTYMiHb NOLUKOAXKEHHS
penpecii gaHnm cybeTpaTtom. BogHouac geneuist o6ox reHiB npussoguna 4o CrnoBinb-
HEHHS POCTY Ha CepefoBWLLi 3 TTIOKO30H Ta 3HAYHOrO MOLUKOMKEHHS TIHOKO3HOI pe-
npecii AO.

BUCHOBKM

OpepxaHi gaHi ceigyatb Npo Te, WO, Ha BiAMIHY Big S. cerevisiae, NOLIKOLXEHHS
TpaHCNopTYy rMKo3N | hpykTo3n B H. polymorpha He 3aBXOW KOpPentoe 3i CTyrneHeM rno-
LLUKOXKEHHSA KaTaboniTHOT penpecii reHiB, TPoayKTK SK1x 3agisHi B metaboniami anstep-
HaTuBHUX Jkepen KapboHry. Tak, y peLecnBHOro MyTaHTa gcri-2 3 TOMKOBOK aMiHOKMC-
NOTHOK 3aMiHO S85F TpaHCMNOPT rMI0KO3M € MEHLL MOLUKOMKEHUM, HiX Yy AeneliiHoro
MyTaHTa Agcr1, ToAi Sk AedekT rMoKo3HOT penpecii € BinbLl BUpaXXeHnM came Y TOYKO-
BOro MyTaHTa, a He y Agcri1. Y wramy gcri-2 aedekT rmoKo3HOoI penpecii He Kopene
3i 3gaTHICTIO TpaHCNopTyBaTK MMOKO3Yy. TOYKOBa 3aMiHa CEpUHY Ha (beHinanaHiH y no-
noxeHHi 85 amiHOKMCnoTHOI nocnigoBHocTi HpGer1 nokanisyetscs y Apyromy TpaHc-
MeMDOpaHHOMY CEermeHTi, SKWA NepeKkpuBaeTbCcA 3 ,MEMLUHOBUM 3aMkom” (zipper)
y BinbLUOCTi TpaHCNopTepiB rekcos, HeobxigHMM ansa retepo- abo romo-onirogMmepusa-
uii TpaHcnopTepiB rekcos [6]. ToMy MOXHa NpPUNYCTUTK, LLO TOYKOBA 3aMiHa y ApyroMy
TpaHcMembpaHHoMy aomeHi HpGer1 cneumdivHo nepeLukomkae B3aeMogil 3 NOTeHLin-
HUMK Binkamu-napTHepamu.

3 HaBegeHUX pesynerartis BUNnmBae, Wwo HpGerl1 moxe ByTun sik TpaHCNopPTEPOM [THo-
KO3U, TaK i CEHCOPOM, SIKM PEryrtoe eKCNPECito reHiB TpaHCnopTepIB rekcoa.
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BcTaHoBneHo, wWo y MmyTaHTiB Ahxs1 i Agcr1 NOWKOAKEHHS TpaHCNopTy OPyKTO3un
BiOPI3HSETLCA HECYTTEBO, TOAI K AedeKT penpecii € Ginblw BupaxeHum y Ahxs1. Qu-
depeHuinoBaHa y4acTb PEpPMEHTIB reKCo- Ta TMIOKOKIHA3WN Yy TMIOKO3HIN | (OPYKTO3HIN
penpecii Moxe ByT1 NPUYMHOIO Takoro heHoTUMy.

Taknm 4ymHOM, cneundivyHe NOLLKOMKEHHS TPaHCMNOPTY rekcos y pasi geneuil anb-
TEpHaTUBHUX CEHCOPIB LNX LYKpiB Y H. polymorpha € He eAVHOI0 MPUYNHOLO, SKa BU3Ha-
Yyae CTyniHb MOLUKOMKEHHSA KaTaboniTHOT penpecil.
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PECULIARITIES OF HEXOSE TRANSPORT AND CATABOLITE REPRESSION
REGULATION BY HEXOSE SENSORS HpGcr1 AND HpHxs1 IN THE YEAST
HANSENULA POLYMORPHA
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In the yeasts, as in the majority of microorganisms, glucose is the main source of
carbon and energy, as well as a key effector molecule involved in transcriptional regula-
tion. Many genes are repressed in the presence of glucose, others are instead induced
by glucose. In the mutants of bakers’ yeast Sacharomyces cerevisiae impaired in hexo-
se transport, the proficiency of transport determins the strength of the repression signal.
In the mutants of methylotrophic yeast Hansenula polymorpha with deleted glucose
sensors HpGcer1 and HpHxs1, efficiency of glucose and fructose uptake and the effect
of hexose transport on catabolite repression of peroxisomal alcohol oxidase was inves-
tigated. Contrary to S. cerevisiae, in the mutants Agcr1 and Ahxs71 impairment glucose
and fructose transport did not always corelated with the rate of catabolite repression of
metabolic genes of alternative carbon sources. For instance, in the recessive gcr1-2
mutant with one amino acid substitution S85F glucose transport was less impaired rela-
tive to corresponding deletion mutant, whereas defect of glucose repression was more
pronounced. Also, in the mutants Ahxs1 and Agcr1, the defect of fructose transport was
similar, when fructose repression defect was stronger in Ahxs1. Therefore, specific im-
pairment of hexose transport upon deletion of alternative hexose sensors in H. polymor-
pha is not an only cause that determins profiociency of hexose catabolite repression.

Keywords: methylotrophic yeasts, Hansenula polymorpha, transporter-like sen-
sors, glucose repression, hexose transport.

ISSN 1996-4536  BionoriuHi Ctygii / Studia Biologica e 2012 e Tom 6/Ne2 e C. 33-44



44 O. I Cmacuk, I. O. eHeea, H. I. KnumuwuH, H. O. CubipHa, O. B. Cmacuk

OCOBEHHOCTH PErynaunun TPAHCINOPTA NEKCO3 U KATABOJ'!VITHOVI
PEMPECCUN CEHCOPAMWU FrEKCO3 HpGcer1 U HpHxs1 APOXOKEWN
HANSENULA POLYMORPHA
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Onsa gpoxoken, kak 1 ansg 60onbUIMHCTBA MUKPOOPraHN3MOB, [TH0KO3a SBMSEeTCs OC-
HOBHbIM MUCTOYHMKOM Yrriepofa 1 SHeprum, a Takke KrodeBon adhhekToOpHON MONeEKy-
oW, BOBMNEYEHHON B NPOLIECChI Perynsauum TpaHCKPUMLMK, NOCKOMbKY 9KCNpeccus 3Ha-
YUTEMNBbHOIO KONMMYeCTBa rEHOB PenpeccupyeTcs MMIOKO30M, a SKCNPeccus APYrnx NHAy-
LumpyeTtcsi aTum cybecTpaToM. Y MyTaHTOB Nekapcknux Apoxoken Sacharomyces cerevisiae
C MNOBPEXAEHHbIM TPAHCMOPTOM T[EKCO3 CMOCOBHOCTb TPaHCNOPTUPOBAaTh [IHOKO3Y
onpegensieT cuny curHana penpeccumn. Y MyTaHTOB METUIOTPOMHbLIX Apoxoken Han-
senula polymorpha ¢ penetnpoBaHHbIMU ceHcopamu rmoko3bl HpGer1 n HpHxs1 6eina
nccnegoBaHa 3a(hEKTUBHOCTb MOTMOLLEHNS KNEeTKaMy FIoKo3bl U OPYKTO3bl, @ TaKKe
BMMSIHWE NOBPEXAEHUS TpaHcrnopTa 3TUX rekco3 Ha KatabonuTHY penpeccuio Nepok-
CMCOMHOW ankoronbokcuaasbl, hepMeHTa nepBoro arana mertabonuama MetaHona.
B otnnune ot S. cerevisiae, y myTaHToB Agcr1 n Ahxs1 nospexageHne TpaHcrnopTa rmo-
KO3bl 1 OPYKTO3bl HE BO BCEX CIlyHasiX KOppenMpoBasno Co CTeneHbo NoBpexaeHns Ka-
TabonuTHOM penpeccunn reHoB MeTabonmama ansTepHaTMBHBLIX UCTOMHUKOB yriiepoaa.
Tak, y peLeccuBHOro MyTaHta gcr1-2 ¢ aMMHOKUCIOTHOW 3ameHon S85F TpaHcnopt
rMoKO3bl BbIN MeHee NOBPEXAEH MO CPABHEHMIO C AeNELUMOHHbIM MYTaHTOM, Toraa Kak
AedeKT rnioKko3HoM penpeccum bbin 6onee 3ameTHbIM. Takke y MyTaHTOB Ahxs1 n Ager1
NoBpeXAeHVe TpaHcrnopTa (PpyKTo3bl OTNNYANOCh HECYLLECTBEHHO, Toraa Kak aedekT
penpeccun 6bin 6onee BoipaxeH y Ahxs1. Takum obpasom, cneumduryeckoe nospexae-
HWe TpaHCcnopTa rekcos npu Aeneumn anstepHaTUBHbLIX CEHCOPOB 3TUX caxapoB y H.
polymorpha He sBRsieTCA eQWHCTBEHHON MPUYMHON, ONpenensiolen cTeneHb nospe-
XOeHns katabonmTHON penpeccuu.

Knroyeenie croga: mMeTunoTpodHble opoxokn, Hansenula polymorpha, TpaHcnop-

TEpPOBMAHbIE CEHCOPbI, TMOKO3HAs penpeccusi, TPaHcrnopT
reKcos.
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