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The Mechanisms for Xylose Transport into Yeasts. Han, Ji-Hyel, Gi-Wook Choi?, Bong-Woo Chung'**,
and Jihe Min'**. "Department of Bioprocess Engineering, Chonbuk National University, Jeonju 561-756,
Korea, 2Changhae Institute of Cassava and Ethanol Research, Changhae Ethanol Co., Ltd., Jeonju 561-203,
Korea, *Division of Chemical Engineering, Chonbuk National University, Jeonju 561-756, Korea — The biochem-
ical study of sugar uptake in yeasts started five decades ago and led to the early production of abundant kinetic
and mechanistic data. However, the first accurate overview of the underlying sugar transporter genes was
obtained relatively late, due mainly to the genetic complexity of hexose uptake in the model yeast, Saccharo-
myces cerevisiae. The genomic era generated in turn a massive amount of information, allowing the identifica-
tion of a multitude of putative sugar transporter and sensor-encoding genes in yeast genomes, many of which
are phylogenetically related. This review aims to briefly summarize our current knowledges on the biochemi-
cal and molecular features of the transporters of pentoses in yeasts, when possible establishing links between
previous kinetic studies and genomic data currently available. Emphasis is given to recent developments con-
cerning the identification of D-xylose transporter genes, which are thought to be key players in the optimiza-
tion of . cerevisiae for bioethanol production from lignocellulose hydrolysates.
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Hemicellulose 7FE-8lE-2 5 E]2] 988 oele QAL
WA, AAH 2= F S 7PIEH11, 15]. Saccharomy-
ces cerevisiae= Vo] vl A 7Rl B2 HE] olekd- Al
o] 714 EEAQ TF=E LA 93, vio] 2eleke Ak
<= A3 FH] 72 W 1E T Qo SRt ApdA e &
ANER= 8. cerevisiase’ SEVERS Bl Aol oUR|H o s
o] &8k 4 917] wjFoll eebdal xylose @ arabinose”}
5~20% ©]’-& X}A|31R= hemicellulose 7}R-ah 8-S o]-23}
ollehs el BEH o= AMER F3TH13, 26]. oS F
E317] 91380 lignocelluloses YEZHE] do]x|= Sulds}
fxirte] FA] WEI} 78 S cerevisiae TIAFEEPER)
T7} S o] Fe A AL 9le}22]. B3 ol 5 Swidw)
she] Eg HEES SlsiM AldAl o] BAlsks dEHal
xylose & &Rl Pichia stipitisEH-E] ¥-2]8} xylose =
xylulose2 H #A]7]= FA49] xylose reductase2} xylitol
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dehydrogenases E-8317v}, = AV F58o1”] Piromycesm
sp2HE] E23 xylose isomeraseZ- S cerevisiaeol| 313}
o] xylose & A5 S cerevisiae W5 7SI, o
g UHSS P77 A8 o5 Tl B 243
= dFEo] EhUs) A= o1, 18, 28].

A AL ANEZ S cerevisiaed| M xylose:= SEIT &
217] (Facilitator, Hxt protein, Gal2)Z B3] ©522 3|5
A, Sed 37171 A5 xyloseol w3k z3}HE
(Km>100 mM)°] glucose X 3=l vjs] w5 7] ufjio]
[14] xylose &= wij-9- 2|3l wfzlel] Ex)3= glucose®]
Fiof oA ol[28]. 53] EEHQ xylose WSS 7}
A AEE S cerevisicge T2 xylose ©]% E8o] &4
3] S71s Zlo] IAFTHS, 17, 19, 26, 28].

Xylose CHAIE 2

Abd-4 ol ehg- AAte]] o] BH= S cerevisiae: xyloseZE
o] &3} E3pA|at 1 o]AdAA el D-xyluloseE ©|-83}e] o
B2 WEIFER[12), xyloseS xylulose®2 H3A7)= £
g HAZZF =43 Aol S cerevisiae] o)A xylose TIAFE:
At A WA DA o, mebA 2pde] EAshs welgel =
B FHold euld HAHEZ S cerevisiaed| =31 &
£7.02 WA AL d= A7 FES] AE 9l

Xylose o] H}ell2]o}:= xylose isomerase(XINEC 5.3.1.5)
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£ ©]43] D-xyloseZ D-xylulose2 3|79 xylulose=
oA xylulokinase(XK) (EC 2.7.1.17)¢ll 2)3] xyrulose-5-
phosphate® JAF}EN, 91Aks} ¥ F-2 pentose phosphate
pathway(PPP)E- &3 ] HALR S 12]. Wlel2]ofe) u]3)
kAl EAI3R= xylose HAF F5%o|= &4 NADP)H
sk NAD(P)'E Egahs Astgdurgoz 45} Qe
Fo B3t A RE 7RI Qlek(Fig. 1)[12]. Xylose:
NAD(P)Hel] 2J&351= xylose reductase(XR)(EC 1.1.1.21)]]
2] 3 xylitolZ 4 =™, xylitol- NAD' 2]& xylitol de-
hydrogenase(XDH) (EC 1.1.1.21)0] &J3}} xylulose®- AF3}el
F telgloto A ¢} ml@7FX] 2 xylulose:= xylulokinase
(XK)ell 93l xylulose-5-phosphate 2 1Ak EF= T}H[12]. .
cerevisiace AAZ L2 xylose HIAE 2ol o]4E= F45
(XR, XDH, XK)& ¢333le F-3AE 71A 2 QA2
xyloseE #43p7]dl 1 walofe] WF A3, o ARES
A= xyloseTt EA)s= )R] ZAFAME= S
cerevisiae’ 4812 ok Aoz #AF D12 S
cerevisiaeol| EA)3= xylose WAl AR T IEE= o]5
AR 2 NS RE xylose WAV} Er155E
2, velgjoht F54o]9] xylose A} AZE S cerevisiae
o] =H3le] LTI A7) ol FoIA L Qiet. sl
3] S. cerevisiaedl] xylose AL AERF £8]A17] A2
TFE AHAH LR ogtg Lo o] §3)7]dl: olehe
B 59o] ¥=31012, 26]. WA AEF S cerevisiaed)
xylose EE F3le] of|ekg AWARE F7IA]7) A} xylose
Z7] ol &=tA el M2 A Ee) AbslEIT Ak} A shad)a}
2] 3F 59 48 71X AFHQ AAFEE A7 28
aloH12, 24]. ‘

& 2Ht7|(sugar transporter)} xylose ZA|

T2 S cereivsiae] BHAY 2 FQ VXY zn o
A BEE A8l AEUR G AR HIIIE 97
7} 3] AASHAKAH27). S. cerevisie ANA BTG {5t
B 129 e Aoz Seig euE B3 oF

.‘,.»-'-D-xylose
:::g)w?l Xylose reductase(xylz)
xylitol
323;21 Xylitol dehydrogenase(xyiz)
a D-xylulose
are ;l Xylulokinase(xyt3)
D-Xylulose-5-phosphate

Xylose isomerase(xylA) {

> Fungi
=P Bacteria

Fig. 1. The initial xylose utilization pathway in bacteria and
fungi.

o3 d=iA glo12, 22). eEbd $uke ol o]§
gl nlo] Qof|ekg MR oM F83 2] A A oA
g}, xylose &4 53] 22 =2 xyloseol A xylose
reductase?] BAdo] H& FFo| A9t xylose A3 £4F}
o] vAldA 24 A7l sl FHEUSS, 12]. 25
g2 o]fo] 7Vedt MNEF 8. cereivsiaedl X 2 ]
o] o) A3} AT Ao Base{qA] ¢hem[14, 34],
AMA AL AR 23 arabinose & S, cereivsiae©l| A galactose
permease(Gal2)®] Fpirainte] Xarw|e{[1], o= 2} whial
< s sl ool S-S T3l JUs,
23]. = 25T W3 AAE S cerevisiaed| X Candida
intermeda 9] glucose/xylose®] XS Sol3HA = &
uE7)9} F55457](Symporter)?] o]F3 o] X305 A
2} FHggel 3 HAGS, 11]. o &2 LEATS
=R AT = xylose 24H719] HH-E xylose WE
S.cereivsiae T2 xylose -85S M4 = U= A=
< WAEE g d9d # 5 9ld.

& 2Ul7|(sugar tansporter)2] EIEQl 54

Sugar porter(SP) A €2 major facilitator superfamily
(MFS) W8] 2o AQ2A], dtelg]o}, TAd=} AR El
ZA51= vkt Mg A2 FAIEe] glen, 7% g
Al g shefst Aew d#x QluHS, 27]. Transporter
Classification(TC) A28 7153} AFLAZ woeel] u}
2} 9} o|F -gul SiA S BRd=d AHEM, AV &
Aol #3A RE SR 7 3R o] AlxEle o) F
F=oH27]. 2, Candida albicansZ5-E] ¥2]¥ 95719
ZAA MSF A2 2349] AE AREE 7kez 17
N9 & TCAEZE A9 2753710, 27]. Yeast Trans-
port Protein Database(http:/rsat.ulb.ac.be/ytpdb/)y= Z 7}
A A} 38 AT P2 BRI Be o
Yol ot 83t AZE AFIEH27].

dubg o2 MSF AlQel &3l it B Z5A of
m Al ol 23] AAEE A e &4 transmem-
brane-spanning(TMS) o-helix7} 2712} M|E=Z. o] Fe|z I
T AR a5 ¥E Mg AL YEXEE
I 29 BEL TP vepd35]. AReA HF-Ee]
Wi 29|= 3 E3 (facilitated diffusion)ell <Js) =2}
THE, ol AL T3l AFEE o Fd vy £2E
28] ol Fg FAEl oUAE 82 3K g wAYE
ot} v, wix] W2 3¢ sl wi¢ S W Ese
9E B g3 -SlE 29 T Wl disle &
AL A 4= e oA 4m] Al2"lelw, Azl F
Al epkA Q] o] F o2 AZF IS (Fig. 2). "FA T2 SP
subfamily(Snf3p )¢ 2 &% AETe & o|EA|Z
T G, AlE FHA PR EXE A EsEhA, 8
A qEL sk Aoq Heogxm, 22 Q3] fHA} 23
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Fig. 2. Topology of yeast sugar transporters.

ol 33E 71924, 27).

57kx9) FxA o2 FARE motit 159 mlAYE =
T 713 SelAell Aggle] & ublelld A= 2(15,
27}, 22 349 A9 % 4] A gelg A
2ol 3HA] FeH[27]. £ XN SP subfamily:= S cerevisiae
AWML 340, Candida glabrata V= 1770, Kluyveromyces
lactis\ M= 207N, Debaryomyces hanseniiol A= 487),
Yarrowia lipolyticadl XM= 27718] $8P)E 7R 714 7}
WA Sl Wl s, 27).

&2 D-xylose®} L-arabinose &
=3
Xylose®} arbinose= lignocelluloses 7HE-a) 2o Aledak

ublo| MSiEE =A3

A5, dB4 ulo| Lofehe-o] AYALS $%

3, AR A B2 R A& 5 v EkdEiA g F55o)
W ol A1 ] —‘?—E]f‘ﬂ +ub7)of Wik A7 82 xyloses}
= 23] s S cereczszae«] WAl & o3
TFE T vH 88 A=7t 541:}[11] Table 1-& o2 =}
N E__,_A xylose} arabinose F¢} 49| EAld] )
S oFs} X]-E.O]q— .'8‘:57‘4—-& xylose ]88} = B R HE
e 23y 213189 xylose AF AlA®S 7
ek ?—-l‘?l”qi "]'% 23 Al2"E 2l £31 7)3
)3 xylosed +-Hba}ba, Wb o] 1“—% 2158 Aj 2"l
xylose/H" 3-55%7]ol 28] xyloseZ $HI3IT}H9]. =5 ¢
2, o] F5g v 2 23 £ ]7]7]' W e Fat
e TR oA FEH ) W Es g 27].

arbinose

Table 1. Biochemical properties of pentose transport systems characterized in yeasts.

Growth Sugar Substrate Characteristics
Yeast ) References
substrate (eL™ uptake Mechanism! Kn(mM) Vinags
Xylose 20 Xylose FD 51.5 10 [9]
C. intermedia SYMP 0.4 1
Glucose 20 Xylose FD 51.9 11
Xylose 20 Xylose SYMP 2.26 3.4 [20]
P, stipitis SYMP 0.079 0.8
PYCC4374 Glucose 20 Xylose SYMP 3.69 2.6
SYMP 0.38 0.4
Xylose 20 Xylose FD 19-21 2 [37]
P, stipitis FD 0.2-2.8 0.4-1
CBS5774 Glucose 20 Xylose FD 43-80 1-6
FD 32 0.5
Glucose 20 Xylose FD 92-175 ND [21]
. 20 120 4.8 [16]
S.cerevisiae
20 FD 190 6.0 [22]
FD 1500 ND

Transport mechanism: FD, facilitated diffusion; SYMP, proton symport; NC, not characterized.

2V pax (mmol h'! g'ldw); ND not determined.
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H| 5 arabinose ©|3=}g-0] xylose?} vl Al dleiet=
7 32 23] PHEsEE 5 AAE o837, 30, 35].
Pichia guilliérmondiiﬂ Candida arabinofermentans 73-5-°
A e, #2731 e) 22 283 arabinose
3 A7 AR 2 sl en[T], o] T 2]

arabinoseol] Hsled A E-o)F0)A|4t glucose®t xylose

E F3A o AL ol§ £0]EFT}H7]. Arabinose ©] &

BEEE o] w2 AH-A £ oo E g EolF
arabinose/H" F5-34917] #nl oz} =2 A3 S 7lX 1
et o]#d 24| 9] 2AL glucose/xylose $417] ¢} 1)
%23}}. D-xylose$} L-arabinose™= wild type Tl 23l
ARS8 2319 Hxt 29715 =3 S cerevisiaed]]
e o]8-2 4 9t} ¥]E D-xylose= glucoses} B]zEm)
1 o]8e] 1008 AE & 7] e]X|uk(Table 1)[21, 22, 27,
34], =7l 1909 SEd 2] F AU $2 A3ES
7%= Hxtdp, HxtSp, Hxt7p, Gal2p:= D-xylose 43¢l 7}
2 o] QlE 247 o|v 14, 27]. X9 D-xylose?} L-
arabinoseX galactose +4917]¢l Gal2poll Al F-5A8 712

o] 4].

SRR Z2|E 8 2| fHXt

=530] xylose 24719 Helo AR @S AT o] 9]
AR S cerevisiaedlM 2 7154 ARAL 7|E.08 F=
Al AL - 3o oEsl= bl digt
Zolwt MEIL QIeH27, 37). A1F B0, 7154 Hedell 23
P, stipitis 57T74Z5E] xylsoe $4817]9] £2] A Ex oA
dFg 2 & A3} glucose/xylose F-5T57) ¢l
Sutl-3= A%A1%H(Table 1)[27, 28], 2ol P stipitis 5774
9] A7 A7IME BEASINE[17] & AFHHE s
£ xylsoe T ET57)5 43P FAAES HeeR] &
sdeH27, 29,

Z Leandro 52 C intermedia25-¥] 28]9 27}x]9
glucose/xylose £4t7]¢l GXF13} GXS1S S cerevisiaeM]
2 EY3kT, xylsoe WE A AT81ITH28, 29]. GXF1
I} GXS12 27 glucose/xylose E417)9} 3544712 ot
33k5p, 7S] Km3k2 50 mM3 0.4 mMele}27, 29].
GXSIE Aol A EA 3kl A A F4o] glucose/
xylose F%5457]ole}. 28y} ARE S cereviaiseo] A
GXF1x sl 7)%53h= vbd, GXS1 whiA-e gAdo)
vl-¢- ekslsieh27, 28], Alvll YAF 27 shllA GxS1#
GXF19] FAE3-2 GXS12) mRNAES =4 Z XA
[27]. YA A3 A2 GXF1E HXT} 9= S cerevisiae
2] 7154 Heks 943k o] slsstgAIgl, GXS19) A
5 T3] 2 BAo] IAF ] S cerevisiaeE EUE A

oS Awd HHo] 878, GXS17 GXF19] A&z o

_?_
< AL TEFE1Y T1Hd HiE Asshe 84l
S ] el BARAL EL A7 27

S. cerevisiae WA G3AO R0 o|F 17| A
3H(targeting) B8 A= $5 WA H38]. AP
A3 -2 2133 Pugt AA = o2 AR E #
ZE 2, 30, 35], o]F el R A W
e gAsH AT A A 28] o9 2L S
cerevisiae A9 Bkt A SEi 2P| E3HEE
P93 HXT RIS U7 Fof) deizgeh28]. A v
AYFE AARA 249 $ab]e] 43 B8 AllE =
7 Xgsl= 1R T893 849 ZAE AwislaL, AR
2 W] e gl o3l F2 XA =23, 32).

(=] OF
b =

S. cerevisiase®] |78A<] 23] xylose = arabinoseZ}
325 AA31= hemicellulose 7FE-3allE4] &l
ROl S3] W2 582 XA WY f WAy S 24
3] AE W2o] exi) 43 o 8 VLS Sl% 4
5] AWHIL I}, S, cerevisie A QEIFS- SElGR
o 122 v B2 A3HE 7RI 9le], evbg ke o] E
o]-8-3} nlo| Qojjekg- WHof| gloiM F83 27| 24 A
o|t}, QElF o] 87V e S cereivsiaedA QBN -$xlrle] W
Y 9] A7t BAEE glov oA 7ER] el o
= B8 = BaEXR ok S 228 S cerevisiae
AN C. intermeda F-32] glucose/xylose®] FARS $-0]8}
A 3= H1et FE5E71Y o|F el HEeE A
3t HR5e] B Hele wei aEE 2 3131
xylose 2H17]2] W2 o|u| xylose 2HE] vlo] ofek-2
WAL A 3Ee] QAR A3 B 7R Al 84F
2 7HXA Q= S, cerevisiae T2 xylsoe YEFTA &
& Pl 2719 E & 5 9l AeE TdEH.

#Atel 2

o) TE-L IR YRV ISNEE] AR
QepAII o SaEgldc) A7) ARl A=
SE
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