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A e R Rl A 1B R M RO ) T AE M B AL AR 5

N R - R (S F
(P FRR SV T S B A 5 T S, 1 ) 26607 15 K ATIL 7R 51005 TR i, 3 116028
AR LML ORI i, M 264209)

WE oM TERORENE S B R EEM0ESHE THALAMILER, Tk
L EA BRI AT . g B DAL IS L R, EN 8 T M S L EM T IZHR.
%N BB R A T P A AT AR S O B 4R R T o B ey o TR MR R R, 5T
T A PIRGEAT AR IR T RZ. A5ieg g8 m ke o5 T s, ST A ek a

8 B SR e RARABARTE
XH2iA

1 518

% & 1 (halophiles) J& 76 8 £h Wk BE R K 10 21
W), A oh R AR T (50 A K B 3%~15%) Fl
WS T (5 2B K B P 415%~30%), 3 % 435
TEUEPE. hil. tht. HhpShsRERsEh . W
AR KB SRR 2 (0 AR, 5 AR B 5T B
WSV ANANE, T AR T R T A TR SO, S Py
1R 2 e TG BRI T LR, kg BRI, T3 B
A W 1 R TR B2 M e T AT S R WL
(EIBCHE, AT LA 8 1 Ay 7 iy 0 9 0 AN
RIRTSE . EFT K T B2, A R
I 25 TG T B TE LR /K 1 Tl 00,

I B 10 6 38 7 ML S %, g #h
S RH AR . k098 3 I LA, Ak
B VAR (08 B 4000 L KR 21T A A AL ML) 25,
TG A 77 2 O A 38 I ) T 2
Do I BRI 5T 45 WO ST T g 0 ELAT B 2
FEUME (018 BRI R, (23 SRR A Tl F
ARSCLRIE T 1 BRI ERIE R L4 T4 A SRR T
FEE, DL k8 B 4 T AR 2 AR S SR A R

2 WMEYIEREEEAERIE

WEFE0E Eh 1 1K) 45 74 15 1)y B8 O A1 S By vh 453 B
@2 A S . T RIEER /AN
WEIT 5, B2 v T e 5 FH 110 77 4 0 ot e A . il s
B, SR 5 76 S e R SRR ARk . g R R AR
[KI4E Escherichia. coli%5AE 25 ) Ui 1A JE ARG 2
TR RAEN, XS g SR AR R T

WE SR ERIE I 41 it A

B AR AR R 16 IR A5 AR ME T AE AL I v Eh
B R AT B B AR, G ENaClh AT LT 52
PE, 1520 5 RARBEARUE g s ™ T
0 T DR S Y5 R0 S5 T e 2R, AT 4T DR
B KT 1 148 2 2 48, Allerst® ) Fi R (0 B TR T
RFBEL T — AN RIEER, RRKAM P hE
1 B8 (08 2515 B Haloferax volcanii™fViEAT i K&
i FIGifL.

I 6 T 55 DA 1) v e AN A AT AR — T H A Bk
PR AR SR, Ak O AT X B P I
R 1 TR R A A 70 5 R1 4 o 63 R 5 DR G R o 2 1)
i, Rt — B UATRE RGP A AT A5t e
BT B AE A TR T ) St T T 3 2k K AR T
FULIT sl R S R AT . ) e P R TA
(R A g B 51 T K 1.

3 MEERRGERIEN MR FE AR
—JRR U, W R B B A N ) T A T R T 1,
Ho b R MRS PR T S #h . (B AT
ity (1) P Jot B R0 31 g 2R 480, MadernS5!) b B i 1 6
W Salinibacter ruber™ 4y 5 1 3¢ . 1R it & ¥ (malate
dehydrogenase), 7t AN &k I i & A8, 1M 7EARH
FEERE T M 1 RO T 2, = SRR FE TS P R P
Sk FR R 6 T 1) 0 N PEATL R, A A P A R
— 2 B R L I AR n] I LA O B IR AH

WOk F 49 2011-07-25 652 H 19: 2011-10-20
rp R S FE 4 (N0.2010047 1579) % Bl 55 H
*EIAER . Tel/Fax: 0532-82898916, E-mail: linxiukun@yahoo.com
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Table 1 Examples of some cloned halophilic enzymes from marine microorganisms
25 ik ki SCHR
Enzyme class Enzyme Source Reference

Hydrolase Uracil-DNA glycosylase
B-lactamase

B-agarase
Oxido-reductase Alanine dehydrogenase

Flavin reductase

Ligase Carbamoyl phosphate synthetase

Isomerase D: -Xylose isomerase

Psychrobacter sp.

Vibrio fischeri

Flavobacterium Zobellia galactanivorans
Marine bacterium Pseudoalteromonas sp.
Marine psychrophilic Bacterium

Marine bacterium Photobacterium leiognathi
Pyrococcus abyssi

Vibrio sp.

(7]
(8]
9]
[10]
(1]
[12]
[13]
[14]

YRR E KK W 2 e e a1 e, 2RIk i),
e 1 2R TR B 7K A R AR A X B8 2 1 ()~ L1
HeFF e e m SR FE T I B,

31 BFHEEMNAXERRER RN

F-HXTRHEEASHE . HEr4s
(PRI o 7 H M 1) ) X3 28 mT R IS
SR T el () B S T, AR TR AR,
5 S8 A B AR ] 2 BCS R e K5 7
Fom N EDS, MadernZEU% Sk [ W £ B Haloarcula
marismortui(Hm) [ 3% 1% it &l (malate dehydroge-
nase, MalDH) SRR BEAT RURARWIST, W] T S5
T4 G AL RIS SRS R R . A T
A R N BEK 205 A O HE R AR I, A T
ER A O 1R P 1 018 1 &5 G A R, AEKCIE
1IN B RS E PR R A2 3, T AEKEAFAE I AR A o
Shy HL A7 P SR P R - RE SR AT I W) 2 8% A R R AH
YER, RAME FHIRAZ 5 DR AR, WL SRR S T
WIANAT o [K205AMICER PR a8 Bits B9 1 1 o i 53,
FER T OLR, P TR AU TN, [K205 AR AR A
T TIRAR, AT R T, R DR AR mKCIRSE
N ER S SR AT AR SE T B B4 A R
Yererg h i AR e e I E LR, A R R
[K205 A1 AZARANGETE VY SR A%, AT 56 2 B 5 1 &5
G A7 5 HI[R207S, R292S17"Hm MalDH ] #Z i PY 52
.

WL A RANRE R, B IX ST
TAE I, AR K 73 10 A B8O IEHT. Meva-
rech%5 A S 77 ZEHR = NaClE K CIA A g &5 7 32
R it & BghMDH(Haloarcula marismortui, malate-
dehydrogenase)ta J& 7 11, & KA LM ES 1 H 9 &

2 KSR TR R AT A 25 B IR SR R B, B T 2R
10 1) 3% PE 7 5% . Britton %5 R] F A5 401w £h i 4
JH AR B B A 5 il AR K, 34T T W 6 B Haloferax
mediterranei(Hm) 7 25 Hii Jii & M (glucose dehydroge-
nase, GIcDH)1.6-A 45 il 5 o AF 9 2 W il 2 17 A
TR 1 S FE TR AR BB, A7 0 40 55 0 s B8 - &5 5 T
HORL, AR S IR 5 G T AR, RE S B 1%
(bound counterion cluster)[¥] ] F] 7] GEACE T —H 1
ERIE NN, B R rE S A A
HH B, T SEX M 1 5 2 S5 R B s i LAE S
3.2 BRI ERRERFES T

KastritisZ£ 221 H] [7] Y 2 £ (homology modeling)
XK H AERE #h S g R AR ) [RR — S R AL i I (di-
hydrofolate reductases, DHFRs) 1] Z FEFR 2 1%, S J 7 51 i3k
AT THOX o RIVEATH) 3 LX) A2 W EhDHFRsH 2
PR SE MR R L, JUH & K 4% 1R (aspartic acid, Asp)
FI25 2 R (glutamic acid, Glu) & &840, bk 2 3k
PR Bk LI H 2 2 R (ly sine, Lys) & SRR 57— %
# H AR VR 5 SR X ) 72 W Eh R AN K 2 R IR
BRAE BN B, Bk NAZTESS . ARATTIA ok g
#515 TR I DHFR s ¥ g SR AL ) A v v A7 1 1R 2 1T LA &%
B9 BB K AR AR A P DR ok YR R K T S e
WP

Altermark %50 8 £ A% 18 N DI BELUEAT T W5,
T A SR T A5 PR RURITBRE 7K P A0 A2 T A 7 P ) it
Bl 2 THT 1) Asp A Glus 198 11 24 R Ak 6 14 I, Lysok
FEID, GRS AU B TR TR 2 SR IR TR I 1 i mT
PR A, T A H AT (8] () HE R 04 R 1 n] DU Y
RPN . IX— S5 IR 5 i (1) 0 6 I A S AL

il BT T A A% R A D7) i L5 DNA R G A 16 1R 1
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Byt DNA4E A48 N (DNA binding pocket) ) %5 H,
AU, TIDNAZS & 48 75 1) 45 W RUBAIK, N2 R
(alanine, Ala)Fl 4 2 1% (valine, Val)45: 5% 3k & 5 o />
68 Pl 2 T K P ARG il Lo K PR v SR PR A
Rt 2 L R AR R B AL

Evilia%5 P15 7] H JLRRE 2538 T8 Db 2 E-tRNA
4 1)l (cysteinyl-tRNA synthetases, CysRS)H —Fffy
seVE 2K, A& H e AR SRS (1) CysRS B ik /D 11,
P IX — 2 Ik 55 08 Eh CysRSX} iy £k 1348 N PEAH 5% .

bRFE, WE Eh ¥ Halobacterium species NRC-1/]CysRS
BRI — 2K, AT R SRR TR, ORRFIR I RE
AR DA P P B P 2 i PR R R B A R PR AR I, o) il 1%
AR IAT S 500, 18 WK ) IR P tRNAZ AL P 44
IR I AT L,

10 1 W R Wl AT 3 T PR R ) R AR ST, A
XTI E SR AT R S AR AR P, o] DU Y R S s A
1% 0F it g 5 PE 1) 2 . Jolley %5 RPYH) H ok B
Pseudomonas jluorescens\V] il 45 i &5 ¥ 4t 37 7 g 2
Wt B Haloferax volcarziilt] — 2 i 2 1 & i &0 B (di-
hydrolipoamide dehydrogenase)t] [q] 5 #5540, &5 #4, JIf:
Wl T 44Haloferax — S = Wt i It S0 14 5 m 58
A, A RARMRKILZ G, Bl WoRaA~ il Foi A 1)
Glu A0k — S0~ 98 Mg ot S I 1) 5 38 2 4 4 06
HEEL Y AspIRIE AT, Bl 2 o O R IR
e PR, A G SR v PR SRR AR R AR, X
H5PE KR B A . Tokunaga®$®1%t Halomonas sp. 593
M1 4% 1 — W 12 ¥ ¥ (nucleoside diphosphate kinase,
HaNDK)#ZEAT T 7%, K& IHaNDK ) C it 4% 3k 134 511
135/2Glu-Glu, 17 3ERE £k Pseudomonas NDK(PaNDK)
(K] Ala-Ala, X i [1]134-1355% FL(E134A-E135A) 84T
MRAZ, HaNDK K 25 7 8 #5157, PaNDKXW 58 A8
Ja WVEAT T W8 R P, Ui WX A Ci 28 5 R 1R
T SR T, U TR 2 IR ik X i £
A2 ) A

XJ g i By 2 R R A R PE I AR AR 2
SCHRE T — 3, ROg SR SR SRR T kO
{H A B 4h, SivakumarZs POSF g 2h i AmyA(—
Fhsk B Halothermothrix oreniiff] 5y b AY a- & X g
(o-amylase))HEAT &5 707, W] Amy ARG [ Bk =
PR P S FE IR A 1T ATl B 1 7 v R N ORFRAR E . X

W& IR Halobacterium salinarum (KR4 17 1§ 1%

& HsNDK(Halobacterium salinarum, diphosphate
kinase) (1) 25 i TR 2 W S0 AR 7 T AN ) 1) 45 28, 35
AR A > 91 ——T 4 41 2 I (histidine, His)FH11/> K 22
1% (arginine, Arg)¥k FE A g O £ R ML, T3] I 43l g 477
B, BN T HAACERIRE i e . SR g £R
NDKs/EARER NS E Bt e ATTE T JErE SiNDKs,
15 = AE K6, HsSNDKCOR i PR AH FL A BLAR AT, N 471
FELfuf ] BE M ALY ) Arg BCHIS R FE 75 5, 31X n] BE A 7E Y
JRRAR ERIAEE P B OR RIS A R AN S PR 1) S A

EH O IR SR I8 1R K 22 807 A9 o] 4, B SR T
B O RR YRR AL AL I £h Wy ) S5 ke L R R, R
O AT P AR (DR BEKSREEE B /e
WL T AERF ARIRAST . R B Ha A TR B 11 3 T
A LLSIKA BT EE, R KA)Z, BRRER T
g K Ve, AR AR my h W BT (R SR A 50 (2)
R T IOANARE P mT DAR AR HH B 19 |k 1
IR, — M B B F ¥ 8 R AR E, WL
SRS & o B, iR SR B H e
RV ) 5 47 & 2 IR AN 2 4 & 2 IO EAE R
RO T R EAFAE 2 AE N 1) B 7K N AZ B4, A0 ) 25
oy B EH AR BRAIC, B A A 3 1 BT 0 75 1R 2 1 BT 1) 3))
AR, RIMELERSE MRS, i R ) o il i
EIESSVIES Uik v ol A S Eat (A LS =

W 3 W 1 3 1 2 THI AR 1 AN ANt TR o iy ) 1
I, At RT e SRR e A R SO, SR T RE TR
WL, AR, NG R 3 N A 81 A AT AR AR KR
JE ERAAT o Sihh, E RN IR W A I
PR TR A2 A 550 2 56 Wil g PO g SR, 13 A 2 ) 5 44
X E ER AT = 2R B T R R e R B, &
B RN S5 R FUR T Af g 25 1 110 351 B 1 AL
il
3.3 RERERRY = B A MR

Rafiee%5 28 (1 W& £k 41 B Virgibacillus halodenitri-
Sicansh & Eh 15 45 2 B A IS PE K, 8 ERi5 S
[X -7 Sif-A(salt-inducible factor, Sif-A). *JSif-A[Z
FERR P A\ AT G A5 k) S DX P 43 A, ok 2
KA 274N S BE R 5 3L (1) 45 5 IK(2.667 kDa), 24 H: 1R
740 (R A A (motif) 73 B & B IK I Coi A3 — 5 L D) fig
I fp-FANTPREIX . Sif-A T A 55 B MRS B B bk
(osmoresistance) LA, V. halodenitrificans*§ /5 £k
&N A B Sif-AA Wi B, R 5 R NG A5 5 K 43 9
2| i i 23 18], Sif-Af)pIA X (p-loop domain)#3¥i T i
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Wi A (0, BRI S Y B Al 1 S5 40 B & T
ZH 03 T AH LA R, 13X 28 21 47 1 sk 1 A0 AR FH vl R
5 AW IE NN O, X 55000 FF 2 —
aAILTISIR RN

BinbugaZE®UE 15 #h ¥ (3.5 mol/L NaCl)H 7
FANMRE; R 5T T W £8 18 Haloferax volcaniift) — &
1% 34 i B (dihydrofolate reductase, DHFR)f4) %, 45
Ry vt 53 W H 3 O R I S K 5 AR 7 1) 4 ot 45
R ABL, AHAE B3 RIN iy S 14 2 BT RN B8 [ P #11 Ak A1 P
ANTAl. Boroujerdi%5EOF 5 T g £ B DHFR 15 i iR
GEG IR (RN G AL, I Ly W Ul I 45 5 1) 2 R R
HEAT T . TanZ5BU%t sk B Halothermothrix orenii
(RIWE 35 FAEEE ) a-TE i B——AmyBI1) 45 i 45 14
HEATHIEGT, AILAmyBERE A 1305 7K fift 1 (glyco-
side hydrolase) ] #it 4 &5 ¥y 4b, A — A HHH NG
X, TR —AN KA N-CIUIRE . % AmyBRIER 2N
Uiy X PR Amy B (1) 45 48 S A AR AT 23 A, 2R WINin
RE A% 42 w0 A VE A IR 55 e ), 1 HL R Y (2
ZRN-CIUIAE A DLAE 25 (A RO 2 25 0 B N 2R AL A-TE
R RG> T -

Kastritis%% /i i DSSP(definition of secondary
structure of proteins, 5 [ )5t 2% 45 ¥4 ¥4 % 2 B84
JE)TE 5115 21w £ 1 T DHFRs 45 f A5 R BRE 1) - 24K
JE, I 55104 H S5 A E (1 AR08 i DHFRs 45 1) 1) 1
B REAE T R E . FRS dh O s IR i e v, g
P DHFRs 1T & Lt A g & (I DHFRs ¥ 0 J %5 . B
1 S WA, Ui B e R TR B 1) A B2 T AR IR
(1) &5 ) 15 I G 5 T R OE N MR, ok B g R T R Ha-
lobacterium volcaniilt)DHFR W, [ [¥) 25 ¥ 5 g £
DHFRsE# R, &8 &R A FIpPT S, 8 padl
JSCHE PRI 0B A o T AT LA [T 6

g SR A% 3 DI — 4516 53 AT 26 B, B 1)
ZI45% I 28 KL R MR e 450, A 15% A I & . T
TV MR TE 1K) 2 LR e 91) 40 BT S 7, %o S I 1) i
B S A v R R e AN ) A %5 = TR BEAL 1~ (a new scale
of stratified B-factors, derived from the Protein Data
Bank), B 145 & o] fig 23 B L BEEAE & Sh ik B b
Bt TR,

XK H £h 78 WA AR )5 B 1 (ferredoxin) 1Y)
¥ B 35 % (nuclear magnetic resonance, NMR)45 #)
7, 5 ARNE 3 K AE ) 8 (plant-type) 2k 4840 34 Ji 2 1
FHEL, B2 E AN I R PR e, B 250X — 46 A

2 S HILR L E ARG R, RaofFEPIR AT
U0 T olR IE 5 1) 75 W Bk Il 1K) 3R N S it v R
TR AR M AT R B B Haloarcula maris-
mortui W& £ & W LipCYE Escherichia coli BL21 it}
HRIK, WU T FAE R R v R v S e
1o 7] A 3% (circular dichroism, CD). ) &G HUS
(dynamic light scattering, DLS) Az /)y /i HP T~ 505 (small
angle neutron scattering, SANS)Z#T T LipCLE# W
() BARAS, CDIN 5 2 WL S #h T Bl A7 B v 1
OB 5 A4, R S AR A A A, S R R D,
Pt AR R, B o 5 4 IS PEAH O, SANS
I3 MR T Bl R T A A e LA ) B SR AR
TRAR, TRy Bl 26 B 38 hn A R 1K RN N, 3X 5 DLS
(RIRIF I E s — 3

Yonezawa 5 B4R H S S (light scattering) F14k,
AT I (cross-linking) 73 #1 1>k B 1 BEWE £ B Halo-
monas sp.593 K% Wi l& I (nucleoside diphos-
phate kinase, HaNDK)&5#4), ‘o7~ HE i) 2 — 84k
gy, M AErE Eh, Pseudomonas NDK(PaNDK) 2 H:
BoR E 2 Y41 5 ) NDK s B Rl DU S Ak, g
W Haloferax mediterranei(Hm) )% 25 B i &
(glucose dehydrogenase, GlcDH) HmGlcDHA L
BARLEHE , A WIS 35T 2 IKEE, IrS
FSCAE — IR TR R4 B 4 B B 1) 24 X8, 3 A A T
i, HmGIcDH 1) — 2 458 5 Thermoplasma
acidophilum(Ta) GleDH U 544 i A E 5 AR,

27 [) 5 A6 D 5 2 Wit 9 2 1 S Dl e IR A AT B
A 0] Wi 6 1 % ) 25 R BT 9 0 SCIR AT PR, A ARk 1R
JVE &5 ey A Wl (1) 320 38 N ke 31— e AR L AT I RE R
il 3 DL AR AP AL, 1A R 4544 5 kg
ERE AR KA. PRIk, A7 25 ZERF 5 2 W8 SR I 43
TER S DIRER R, s Hg SN

4 R

LA B AUR Y25 RT LU Y, ) 08 £ i SR 2
oy ¥ ARG A 70OE A RN, BIE S £h i 2
BRI R E R B — G AR, 4
TR S A ) o3 A 4 SR S = B A PR
g, W R A AR IR R B AR e T S R TR
B S AE B 1A 0 T 1) = 2 [ HE B B A SG, M
AN ELERS TR I . Rk, XS g R ) 2 [A)
SifE RO . W R B AR
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Jidk, WA R ARER B b (1) XIRE 2R 5 42 (X-ray
crystallography, X-ray)Ffl#% 4 L4 (nuclear magnetic
resonance, NMR)Z5 1) 73 #, K45 71~ B g £ AL 110K
A0S, PR SR IE NV IR 23 L

pTiBVNLREEtY/Es % NS E =B il =4 B A WIRF N %
THATHOE, P AR Tk WY SO AR R R, R
16 FLA S v I A A )BT g 2 — MR A AT S T
o VRGNS RS A B T A i TR SE . |
P T, BAERENLIEAE . By EEPCR (error-prone
PCR)HMIDNA % 41(DNA shuffling) 35 1] X {1 9243 21/ K]
FEPEBEAT I o I RAR TN A S0 HEAT R 9
e B ARy BR T B AR A AR ) Wl 38 F iy 6 g
FESE M, HORT T R DR 8 BRG] 1A (di-
rected evolution) J5 %, 1] LALKARRE Eh R R E . 5058
AR et S B 4 A M AN AN [] R A ALl 2 e 1) 2 A
MRF 9 e = e85 045 I8, 2Bk B i FE T2
o GRS N BUR BAER P AR B R, PR
PEAAN ) i B K VA R T AR E I, &
PRV A R B B v A T AN OB AL TR

W VEIE W B AR K TN S, 1
R A 7 1 Eh AR SR A h B T i AR
SE PERIE A, A5 AR A 2 AT R R Y F
St IATRE R RIX — RRAEY U DB ek
o3 BRI VRN, T K W & i il AR AR I .
f e AR A AT RS A M RS T &5 A A R T S i
WA, AN H A0 TR e 48 S E W8 Hh il 1) 22
T EEA, AN 5 ATSUYI ) 77 2 03 JEARr PR A 3
PEo BRLE, o 2200 58 2 (0E Eh B EAT IR N IR 70 1 45
K5 D RET T, A B4 g Bh B 7 AR P A A A=)
A B, DA SRR A AR e R Y
BEE RAF HIFEAL .
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Molecular Structural Basis of Microbial Halophilic Enzymes Related to
Their Haloadaptation

Yan Song'?, Chen Lei’, Lin Xiukun'*
('Key Laboratory of Experimental Marine Biology, Institute of Oceanology, Chinese Academy of Sciences, Qingdao 266071, China;
2School of Environmental Science and Engineering, Dalian Jiaotong University, Dalian 116028, China; *College of Marine Science,
Harbin Institute of Technology at Weihai, Weihai 264209, China)

Abstract Halophilic enzymes are isolated from microorganisms lived in the environment with high salt
concentration, and this kind of enzyme only functions under high salt conditions. Halophilic enzymes have been
considered to have a variety of industrial applications due to their tolerance on salt. Some halophilic enzymes have
been cloned and purified and their molecular structural properties have been widely studied. In the present review,
the recent progresses of molecular structural basis of halophilic enzymes related to halophilic characteristics are
presented. Some questions and the prospects of future studies are also discussed. This review will contribute to a
further understanding of the molecular basis of haloadaptation in halophilic enzymes and will be helpful for devel-
oping and identifying functional novel proteins.
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