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I b Bl h G A W e N R AR Ects, A X
750 i S R S A S PR B A 75 1 T i P 1985 4,
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EAT BN R EEMI R E . X
Ectoine i 75 , 5-HE [N 2304 — NI (-OH)FE A ,
REfE R A EAMEEE A By R Rk, HARS YR
HEINAE R A, Ectoine i REWE B 1 KR il 4 N 11
Ml AU EIVE T, AT RS2 DNA (943§ 4544 . Ects
VE S g R A Wy S IR s, A A
AR | B SR I PR AP VE T, FTHRHTIR VR
Fil . AR L EE L. TR SRR R
szl HAG, Ects B2 BT 254l 41k
R, ASEBASRAE . BRI DL R AL
M A 2% 5 B A DT 4552 9

TE Ects AEW & BGEfEY, LR EIRF1 N
GORZNiE7/ I S e =0 A TSRV E S S
ectABC 1 ectABCD-ask (ect-operon), J:&% 4 JE K]
ectB .ectA Fl ectC 73| g 1 L- — 22 5L T R 4% 2 il |
L- S 5L T R £ T e % Il /11 DU 2 W 5 g, 42
3 i fb A Ak Ectoine, Bb4h, ectD FE[H AT 465 )y
SMENE AL, ¥ Ectoine ¥4k N 5-HE (& 1)
2011 4F, Schwibbert Z:U" R f##T H. elongata
DSM2581" [ Ectoine ZMffftiffi&fe, Hi doeA.
doeB. doeC F1 doeD 4 A~ 43 71) 4 idh DU & s i
IKfEEE(DoeA) . N - Mdk-L-2,4- —FA I TR Z
ML (DoeB) . K 42 MR -~ 4 T i < 1 (DoeC) I
L-2,4- 2 5 T R % i (DoeD) Bk & 41 fi# Ectoine
(& 1), 8%, MLNAY Ects Wk REAS Fifi 5 40 1A i b
W ry A e mm A8k, Gn7ERE Pk C. salexigens
BN LA K, Ects LR K, Ectoine 1
R R FREMER T, 1 5-HE LR
A7 R A R A _E AR I SN, H A, Ects
B A ) 3 A T ks BRI g 2 1 KO B AT AR
HNIRABWEGE, RIS - e 2T,
Ects U5 I 3l e s 42 LU SR i is AL 45

AR RG], EAEE, ST Ects IR S5z
PR, TEARE R E AV 2R
WRFREKESS5HA, I MarR %% (Multiple
antibiotic resistance regulator). OmpR Zji% (Outer
membrane proteins regulation) #1 TRAP-T % Ji&
(Tripartite ATP-independent periplasmic transporter)
& ARG T AFZEARN AP X Ects
A AR EctR 5 CosR A1) . AR (n
EhuR B F) A KW /5% iz Z 48 (40 TeaABC 5
ProP) LI 1 FoB 2k i, WIS %k Ects A
G SRR R R SR

1 Ects £ 48 KM 2T R EALF

11 BYF ect 5RERL R REERE

Ects #y-& s, H LA & B IR 1
1% 8 ectABC mf ectABCD-ask %t [A % #: 9\ +
(ect-operon #=0)#EAT. an43-Hr H. elongata &tk
) ectABC SN %, A BLTE ectA JE[H L if##1 ectC
B EUWAAEAD R IR AR, S 5k #
S, Hod ectA HH AR SIME G 2 F AR (™ A
8%, i ectC fA7E— At s 1 (%), &
MM, AERAY ectABC 5 ectABCD J: K40
ZER 2 5, WN7E C. salexigens FikkHT, 2%t
ectA, ectB 5 ectC HRHKIE A ectABC #:4\ 1,
1M ectD WA S/ AF7E T8 8 25 5 A /Y ik
B J& (Vibrio) #1, {V ectABC 5 A:[H ask & i
ectABC-ask #:J\ -, TMiEk Ik ectD L[N 5 LUK K
O BEF5 1 (S coelicolor) L) ectABCD #:4\ 117
TE. AR, M AHBHWT EctD BYTEYE, MIA
3G DVF 5-HE &8, Al BEAF TR HA R R A& AR
2 54 1 5-HEM,
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0 0 Q on - glulamate 7 -oxoglutarate
C’KO“ ATP  ADP Ck“/l,l\m \mmu NADP+Pi /i‘\
00¢" TNHY k L ooc” TNH, ; ; /C\
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S )OL R
DoeC N \/ﬁw : Acetyl-CoA
()\{ H,O Acetate
CH, i
/\M” N,-L-2,4-diaminobutyrate Ecg
D v CoA
H,O ‘r
DoeA
CO,+succinate 0,+2-oxoglutarate ! H,O CH;
N —@p— o™ =
. v ~CO0
N meoo F;cy R ECT" ooc” NH,
5-hydroxyectoine Ectoine N,-2,4-diaminobutyrate acid
1. Ectoine 5 5-HE M4 414 B4 MR 5 R E
Figure 1. The biosynthetic and catabolic pathway of ectoine and 5-HE.
B e ol IR B R T2 N, WF acrR1 Fil lacAPA S 40 it (s S 161 . BEARY .
FEAM MR RRN . KAV | ACHIIRRIE N MG RBIFEIREMAIIE s A e Bk, JETR R

BREWIL 1) R [N 22 S 4 ) HOBB . Harding 50
ST NB U LTI W s ol o £ 7 LU T N
Halocafeteria seosinensis #1 Pharyngomonas kirbyi
(9535 s LR, SRIIAZS R BT 5-HE . LAY
(Myo-inositol) fi iz 8 T R G AL, VA4ERRE i
JEF-A5 . Carlson 25 MSISR FF 4 45 00 2 b A5 2 16 45
FE M H. meridiana, BF2E 5 s pH &4
T N AL o B S 22 o Bos 43 A
Up-regulated %[5 5 I fif 34 12 (I G 1 £ T i 2079
AALWERR L FANAH 2R T Ects A= 4G BUS VIAH G o
Chen ZMIgF 5% £ B0 5 H. beimenensis 75 25 Ik
S TREFHENFEREAY 2, HITRWER
7] 5 5¢ 75 L K (ngrA . TrkAM | atpC . nadA i
gdhBUBY 5% KYHE Na*, 4L wi iR 1k FiAE 28 7% 5
A I SE I I T SEBE , M JE A spoTM) prkA
mtnN. rsbV. lon. smpB?%. rfbC. rfbP. tatBFY,
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PGS R S5 2 DR 3 0k 22 S5 RN R 45 4 A8
5, ARt R FE N W) AR M S E R, IRATRE
A ect-operon [ 2% 1 4 Aff 78 $2 418 A9 R ) o
12 HBIEALES EctR R

Mustakhimov % 2324 45 B\ H &z 4 1k
Methylomicrobium alcaliphilum 20Z #i1 Methylophaga
thalassica =2 H & Bl Ectoine 4= ¥4 B % s 4%
A EctR, HJ5 & BLFE Roseobacter
Cellvibrio 5 Alcanivorax %)@ (40 R IR 1247
7EPT, EctR [T 180 MNEILRRLI, 4T
20.6 kDa, %51 pl 7.17, HJE MarR Kk ot
P I EctR & 15 MarR S5 HAh AR 1 —FF
BT s P FE A A i i U, B DRSF RO FDIR
R e -5 A IR BE LY, LARIEY —RIK S DNA 45
&, H7E MarR ZIREARGEKEW |, EctR &
AR AL 4> 37 . AR M. alcaliphilum 20Z #il

Aliivibrio .
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M. thalassica (% Ectoine k¥ & i rh #: 49\ 1
ectABC-ask & st l#5, #9\1 NA 2 A [a] f 5 %
(5 31 T ectApl Fl ectAp2, 5 KIZFFIE o’ i 5l
F A . EctR AJFEFPELE G R 3 ectApl H i
~10 box X1, il ectABC-ask #EI\ T 155 3¢,
AT B4 Ectoine (A£G . 7E M. alcaliphilum
20Z 11, ectABC-ask & s AR ER Al ey b B2 R T
AT, M. thalassica 7&K &R BE T IR B A A
Ectoine®¥,

1.3 ZEEINE (Vibrio)5 CosR % F s

FEHL K (Vibrio cholerae) & — Fi 7K A= 2
AR B Wi s, WR7E ARIHIbIE S | R 2
B o JEYLIAE], V. cholerae i o 45 B ak A i AH
55 5T Ectoine, LAREXT A A T £k 1 P15 Hh 46 B
BB R R0 Shikuma 2527058 5 Eh B B S2 TG
AT V. cholerae 4 itk % s 2l 4 43 B, e IR 5
P F CosR. CosR )& MarR B 5 i s
W, HRBZE (KR Na”) 152 0w 1M
B . FER cosR T V. cholerae YefafAk
b, AR 2 A8 R A DG Y opuD R AN
ectABC LA M sk ik, ATl Ectoine 2k
Y& . HAh, CosR ARENLTE V. cholerae Hi/E
YIETE A, FE90 i HAE sk
1.4 4B (Streptomyces) 5 GInR ¥ F i

55 75 T )& (Streptomyces) H. A5 FH B K 4R Ik 4%
R RRe 1, WAEYARIAER . PuEd
L7/ R U B I E A G T S €/ TR i L7
A6 32 BN R 28 M W T, 1T 22 mI 230
P 03 S A 4 TR 2 S L P R
FEY], GInR J2 A A A 1 — 42 Jay e s
T, RS 5 ABAOCH B Rk,
UN7E K W 5% 75 74 (Streptomyces coelicolor) | Zs 4 Hi

F7 5% 5% T (S. venezuelae) F1 A U5 Jifi 45 #% T
(Mycobacterium tuberculosis)Zs 2 f1 290 4 % i it
Zit, GInR @it Ects RIS, LALEH:
LA 2% A R A g 1) ~F- A7, /D4 TR S. coelicolor
X BB AR I AT oK o 7EAE R TR 14153 &
girp, GInR 2 MLA N AT EH, J&8 T OmpR
FIGERT PR, AEED 15 AN i i &
PR (2R R), W AS SRR, (5518
(amtB-gInK-gInD) . ZEIEIELEMEFI A (nirB. nasA
M ureA)LL & Glu/GIn =14 R (gInA, ginll Al
gdhA)BI . Shao ZBUEFS & Bl GInR L f& i bk
S. coelicolor i N Ects 4= ¥4 mi 9\ + (ectABCD-
operon) (1% s G 4 I8 45 [N . 7E S. coelicolor H1,
GInR fEM% H 1454 ect-operon FJE 31 (—204 3|
-153 Xik), =45 Ects WA MM AIEE . X
TE L CA R Amycolatopsis mediterranei
BT 4224 S. avermitilis 71, GInR L AEHE 1%
454 ect-operon 1Y Ji5 3l (43l J&—45 -3 X S
-89 #|-47 [XIK), MififaiA$% Ects BIEYI G A,
1.5 KI#FF&E (Escherichia)5 8% B F RpoS
FUABFFIESS, RpoS & KIHATH (E. coli)hi
SN (AN S8 35 s e 3 BT 55 g 32 S0 4 [
T, S5 R S 2 LR S R
Salvador £B3E 5 46 (8 #0415 (C. salexigens) s &
L RpoS 15 K F I F£7E, 25 Ectoine WA &
W E¥E, 7E C. salexigens H', RpoS B AEZE 5B
iy RO W =T8I A A [ o 20 I Rl s e R (BT -
ect-operon JE R % 5% 5%, i3l Ectoine (A&
o ! A 71 (A AN =AY 379 A AR L FRct L o
RpoS NS5 TAREEE T 41 ectA JE K (15 5%
WiE, AW RES SRR M TR, e i
Ectoine MJAEWA L, HAERERE T ectA SR
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%Sk, 2E RpoS T (p°) st i 7 F AL i A
T BLAh, Chen Z5ECFI R 40 TRk IR v K
JHFFIR E. coli, XFZ 5 L-Balhrfrohl o3 figACi i i
TRE araC #E17 N TR ARAbH, 25 o8 AraC
7T R R S U B0 ect R FEESE,
ek Ectoine M4 ¥14 M.

2 Ects® ¥k 5 %15 8y 4~ F ¥ AL

2.1 I (Halomonas)5 TeaABCD IRIKR S

FER 3 PAJ T (H. elongate DSM2581") 1 7%
FE—F B B B RIS B R %, MZH

TeaABC (Transporter of ectoine accumulation

ABC), &4 Ectoine ByW Y AITHEM, B = JH
Ectoine M4 44 8™, iz 24 TeaABC 5
TRAP-T ¥z K506 , A = BE (07 91 RN 25 16 A AR
P, KB T TRAP-T #iz ARG, 2585k
P75 . TeaABC J&H 3 Sz Y ATP 455 Mz iz
EEM, HEIERYZEGE I TeaA (38.24 kDa,
gihd L[N 1023 bp). R TeaC (43 F ik
44,93 kDa, H:[H 1281 bp) FlEs & 1 TeaB
(22.17 kDa, J:[H 603 bp). ¥z &Ik RS
TeaABC Xf Ects 75+ H A & J1 (5-HE Kg=
21.7 pmol/L; Ectoine Kq=21.7 umol/L), A HEHE
HUANIE Ects HE AN, 38 w] 3 1 40 i R HE T P 5
PE Ects & i #pBe,

4k, Schweikhard Z:B83A 7E H. elongata
DSM 25817 R HIEE 4 4~ TRAP-T iz kM
TeaD, FLA W ##E (1457 . TeaD & 12 —Fh ATP
GEATRM, T 15.5 kDa, AR 3L AT 45
A 1A ATP, H 4 DA B R AR- R k4
H B AR, BRI B Rossman FERY RIP T & 4544
teaD JEKf T teaC JE A A9 R Ui X 1k, RT-PCR 5%
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ISEAH L teaD 5 teaABC JLPHIfEILAL . #
TeaD e, WIREEEiZ RS TeaABC 3 iNHEHL
Ectoine, #f: i TeaD A i&2: 5 TeaABC #%iz Ectoine
(i G A A 45
2.2 BZNKHE (Ruegeria)fl UehA Sk i

Moran 5 #% 18 B ¥ VE 41 7 Ruegeria ()it
Silicibacter) pomeroyi DSS-3 BES A SAKELINE
Ects, VEAAHMIAFEAME—BRIEFI AR E TR, A
PL Ects fE B E ORI, 3B DSS-3 Ftk
i# 14 UehABC (Uptake ectoine-hydroxyectoine ABC)
HSa IR RS SIS MEM: Ects, NSRRI WIS
B JE A W R S5 TeaABC 1T UehABC %43z A
X} Ects HA R R Ay Fii% iz 157, Ectoine Fil 5-HE
() Kg 143514 1.420.1 pmol/L A1 1.120.1 umol/L,
F 2l UehA EHIERE Y Ectoine, B
J UehA-Ectoine & &%) . Lecher %F¥E jEW]
UehA J&—F Ects FetERMIS & E 1, /i
34 kDa, HAMEEtbE, 451 a5 6 4>
o BRE, TIASHE 1 WAL 8 A a BREFT 1 B
Pr&, WG O XK 5 AR m AT
B- 17 B AH I AL . R FR AR AL 0 A s
R. pomeroyi DSS-3 1§ UehA Z& 15 £k H 0 1
H. elongata fi*) TeaA & [ 2 5L /2 17 F) AHALLE 62%;
/INIEJE UehB 5 TeaB (A1 B1 £ 56%, K73 UehC
5 TeaC MM BLEE 74%, UL R W58k &
UehABC #1 TeaABC I it H A7 — & 1Y D BE G I 1k
At Ak [

4t Lecher SR A MM B DSS-3 1
Ects $IBUFI 7 i A BE 7R, B 18 AMAH G AR
[A 5% 4 (uehABC-usp-eutABCDE-asnC-ssd-atf) 21 ¥,
3 IIRERH(E 2): (1) 5 1 ALK uehABC
Hifh TRAP ¥ iz ZIEE LG, HAIRY4E G
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Figure 2.

F1(UehA)5 Ectoine/5-HE #¢ 5 VL4 &I BUR Y -
FEAY; (2) 55 2 ML eutABC, 3 Mk
K it 5-HE M FRIEAE B Ectoine i by B il 25 1
EutA. EutB #l EutD; (3) 4 3 MFibJERLN %
eutDE-ssd-atf, Zwfi%/Kf# Ectoine AN 1) & ik il
(EutD), LI K Z 5 )" 1) No- £ Tt SE-L-2,4- %
£ TR (N.-ADABA)E— 0 fif o L- KA =R )
2 (EUtE . Ssd Hl Atf),
2.3 {8 Eh#FH (Chromohalobacter)5 EupR T ik
{1 C. salexigens 2 M i Hh B g £ A
XA, I8 y-"BIEH RN, GBS E SRR
iz Ectoine, fE ki E I MBEEET A
Rodriguez-Moya 255t % #1 C. salexigen g
$% ML Ectoine 5 EupR S H VMK . EupR HH
Al RE & T A0 A 5 WU R T4y, 5 R ORI
T&4: LuxR (NarL/FixJ)f) C A s HA LY &

(¢]
s At
(ko,{ s C\
- -
. »_’ ; -00C"
-00C NH;* NH,* L-glutamate 2-oxoglutarate

2,4-diaminobutyrate

y \ Cytoplasm

\
EutC‘
/k Ectoine
00 & NN CO0

H

Eut T wCOO
NH;'
N NH
H,0 O*(

+ Acetate
WLz i,

CH;
S5

NH,*

-00C
N-(gamma)-acetyl-
2,4-diaminobutyrate

N-(alpha)-acetyl-
L-2,4-diaminobutyrate

& /KK & Ectoine 5 5-HE £ g4t it i& 120
The catabolic pathway of ectoine and 5-HE in the genus Ruegeria

[56]

F1-DNA 25 52558, RV 385 -4% A - 18 . AEAIR
T, EupR BEMEXT U4l Ectoine #1775 15 HEHL
Y %35, IR AR e — o B LAA) A, (H 4 R
Ectoine () ELAARTEFEALE] A B8, A FRER ABIESE o
[FlEs, AR IEEDR eupR (17T iife S5 DR 2w Ay [m] 52 Fry 20 24
1% 75 [ 4 i (Histidine protein kinases, HPK), #i7
HPK & — M52 A4, il 2 oK o i i Sz IX
il C ARIFHI ML N5 S XA, 20 —RBIKER
FEAE . HPK Al B2 EupR B> THEIRPEE, &5
JEFN M (A g AR EE L WK 0L ) 5 32 ) AP
(24 e 5 Jo B P 5 AR I SRR AR L
AT RS 1R
2.4  KI#FFE (Escherichia)5 ProU/P ¥:ia IR
E32)

KIGFFTE E. coli WA b7 4E%%i8 R Gt
ProU ¥4z 1 ProP (& 3), 25 Ectoine &%
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W, i E SRR T ABC #%i8 KKk R 4t (ATP
binding cassette), fii/5 # & EE 5 T K %
MFS (Major facilitator superfamily) %4 iz & 114,
B35 258 ProU S 3 45 #4341 A Y provVWX
B\ FR R, FHFHRIERES GEAKEZER
gt , HE IRV BN B3 TR T = A A 2
BRAN A U, 532 R Y0 ProU HAT w8 5 A ) 45
P, HA2 5 ProV IR T ATP 454 Gl AR
A% 5t (ATP-binding cassette [ABC] superfamily), =
YK ATP, MKWk iceftaeat; 44> ProX
EFBTIEHIRY S G RN, S 58T
FRFERE MR 1 Prow, ProP 4432 & 1
BTN R 5, HAMCEMIRE, F852
5 Ectoine B BURIHE 5 . ProP 25 (1 HA B &
SR C-ARRES I, AT B /N A
ARM TR RL, )5 A T H A AR 2 % A

N

000" SN CH,

HO.
r\;N ect promoter
"H,

00C” N

H

ooc” H,

Ty T

S (el [ BN B2 AR, C-oR S i ol e R,
ProP Fil ProU ¥l % i & FAH AR BT, iz
BRI ERR . HZPRTH S0 . y- T AR S
Ml Ectoine &, (H_FHTEB & LRIz 1k
P A B 225 . YBERPFIEEMIRT
200 nmol/L it , ProU & [RTk B f bR A BELE i 5 356
S AR, 1T ProP i DRI B R I BB I AE A7, FR
I RH] E. coli %51z 48 ProU £2 255 ARMK
BN (SRR EE Ectoine) AR 781 5132 17 MR,
Mm%z &M ProP Al RETE M ENL T L #HEH Lz
W, MANRBIE ERIEE, SMEYE Ectoine
i 3k 20 M RE 1AL 2K (1 (OmpC) 4™ itk A BE i ]
Jrasia), P E 4R %402 248 ProU il ProP
S Ectoine FLER, LLmANAM AL 5 IR
4 b, Choquet Z5US17E 35 Rk SC AT B
(Erwinia chrysanthemi) /bt & 31 9 Fj i3 125 i i K

HO. N

e,

ooc”

HEHHHHHA oo
Inner membrane

lac promoter (\_N
-0oc” A

NTCH,
H

II(}Q
00C” N “CH,
H

3.
Figure 3.
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IR R % ProU 5 ProP gzt

Regulation mode of transport absorption system by ProU and ProP*!). The E. coli cell factory carries
a low-copy-number plasmid (pLC68) harboring the ectABCD-ask genes cluster and the lac promoter. ProP and
ProU are osmotically inducible transport systems for osmostress protectants. ProP is a member of the MFS
family, and ProU is a binding-protein-dependent ABC transporter. The trimeric OmpC and OmpF proteins
function as general porins that are inserted into the E. coli outer membrane.



TKIFEE | fEIEER, 2020, 60(8)

1555

Rl ABC #4328 K 7 4t OusB il MFS # iz R 1
OusA, &Y Ectoine WBEWIL. Hi, iz
24 OusB Hi 3 454 %EK (ousV ., ousW 5 ousX)
g ek, HEEAYI4 5 (OusVWX) E. coli iy
ProU £H 43 (ProVWX) ELA & J 1) 7 AU o
2.5 MEBRE (Marinococcus)5 EctM B &I

e L5 15 Bk i (Marinococcus halophilus)i iz A
e Bk ML AMNEEC Ectoine,  LAR XT38 1R i
i . Kunte Z:11% 71 M. halophilus DSM20408" 77
TEFI W T i i2 248 EctM, S 55N Ectoine 1)
BiERIN S s . AP HRIE IR, EctM SR
J&F BCCT #1285 i 11 (Betaine-carnetine-choline
transporter). BCCT FKJG K bt ) 12 43 A F 4 1 Al
AR, EoRAH HYNaTIKS) ) s, sk
Na'[a] [ e iz (R R bR 2 5 = PR G Wi
Wl S5z, G R R SIS A RS o SR,
WH5E R EctM J2 55— D ANREF 12 = Lk &
Yy BCCT plit, AIREAUE— M L —1k i
Ectoine/5-HE #%i2 & 1. Bi/K&ET EctM 7 F ik
4 58.48 kDa, 1 525 P FLMR AR FLA A, HdE
WPk S B PR R FE 2 5 62.9%, H: C Kum A
50%% 1 Z LR (fu 4% 7 4> Glu, 2 4> Asp. 3 4
Lys 1 7 4~ Asn 5%3k), EctM %44z 4%} Ectoine
HA®EMIT, Ke=1.6 pmol/L, 455 4w,
EctM 37 BP0 f B2 Ectoine 5 KR, LA
Xf A1 B AR 5 7 TR A
2.6 MR FF E (Corynebacterium) 5 ProP/EctP/
LcoP ¥z R4t

Peter %% U 5% & B 4% & R BR IR AT B
(Corynebacterium glutamicum) - 77 7£ i Fh Ects %
BB R G Fia I ProP 5 EctP, iz
ProP & — MR iz R, J& T EE M S K

B MFS Bibt, HATESRRIIRE, 2 55080
R (Kg=48 pmol/L)FI Ectoine (Kq=132 pmol/L).
ProP Al fig /&l i C RunZS il 588 E e
N, HEARBLH A . $i2EE EctP &
F Na'- W [A] #% iz # ZK % SSSS  (Sodium-solute
symporter superfamily) V.25 % 51 , [F]i a] B B Al
55 Z RO 25V o 0 5 A i, HL SR SR A ) i
X, HH Ectoine %)% 1 1 B K (Kg=63 umol/L),
Al BB Ectoine IR 15 33 7 i 18 4004
EctP J2—AUINREE 1 T, 29 12 D2 BRIk B
1) C A vl b 0 n] LU B8 1% TR 1 28 1,
1 N A S5 0 67 52 #5516 Ectoine %532 e 4 FE 5 5
75 V-1 o EctP XM I3 5 1y A8 A AN BE 7 BRI
W, SIS Ects A i I 25 Bt 1] R 2475 22
10 s, I4h, Steger 2L 1 ## C. glutamicum
ATCC13032 &iBAHIIE A (betP . putP. proP #l
eCtP) Bl J% 1) 5 748 TR Mk , 45 SR B /s =R AT Ectoine
U5 BAR PR, DT e I — I 508 3% A
IEE M (LeoP), S HMAR RISz .
LocP &34 630 M EmskH, JET BCCT
TG o FEH locP (5% 5315 358 ™ M MM A1
T3 R 28
2.7 FEEHFFE (Virgibacillus)5 EctT/OpuC &
ER

W IRA ZE A A Virgibacillus (J5 Bacillus)
pantothenticus J&#: 2% fHVE HIEAN G, @i B &
S R 2RV T = BR A Ectoine (Ky=44 umol/L),
A R R BIIR PR R (15 °C), HA S A
5-HEX Kuhlmann 2§ 55iE 52 48 #: Ectoine/5-HE
BEfAE Jy V. pantothenticus 323 £330, K
LN AT — R 25 0 BB B S5 $5 B B 1 EctT,
EctT 2> 4 55.1 kDa, i 501 N4 FEFR R L2 K,
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J&F BCCT KM b1, EctT al {54 HL Ectoine/
5-HE, i X A 28 R A1 H 2 R H S Bl 5 AT 50 /0N PRy 5
BTGP LR ectT AY%E S8 £ 22t % Sigma®
()TN, Wife ik Ects S 2R,
o® J& T B DL A% B R O R, TRt
SNAMMEHCHTAS PR S PAEE (e, dnmEh | Rk ek
LTS J155 . EctT MR H 5 EctM is
AIE LR FFSI(JE E M. halophilus DSM20408T)#
AN 49%, 5 EctP XUIHAEZE 1R A LR T
FICk B C. glutamicum)#HELEE K 32%, {H EctT i
JEYI% (Ectoine, H S0 FR fH = B6UFN i 2 R ) 20 i 122
L F IR & EctPPl,

Al , FEANEEZERIFT (B, subtilis) A4 ¥
6,45 %5 3K B4 (Staphylococcus aureus)®2 e | iF % 91
—FiRJE T ABC #iz Z W i 19 OpuC & H , 2
534N Ectoine, OpuC & 2 — 124404
B ATP KR G2 250, BiEIRYESGENA
OpuC . ¥ 558 1 OpuCB/OpuCD LA Kz ATP JK fift filf
OpuA. [ T 8 Ectoine f9#5 iE%% 5%, OpuC A g
Fein HA Z RS BT, AN R AR 45

3 Ects 2 R& W T HEHLHF

3.1 HIIHEE (Sinorhizobium)Z-f@#fi Ectoine 5
EhuR

Ectoine J& Ef 15 MR I8 B (Sinorhizobium meliloti)
FEPBE R, R AR, TR
RNe Y W R B R &L Jebbar 2P % )
S. meliloti 7% 81 Y FE K 7% ehuABCD-eutABCDE #:44
¥, 25 Ectoine f&BCFISRARHT, Hrbi 4 3
[X(ehuA. ehuB. ehuC Fll ehuD)Zwfd R & T ABC %%
BRI G AHDCEE E, 1153 Ectoine YA (L
% EhuB 45419 Ectoine il 5-HE S5 1 # 4K Ky
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4351 1.6 pmol/L F1 0.5 pmol/L), 1M eutABCD J[A
gty K Ects 3 A AOAH GG o JEDATAHAL
P77 .71, eutABCDE #2840 1Rk 7 4 M S (5] 5
doeABCD #:4\ (I B H. elongata) i) #H ¢ 3 A [v]
PR, Hirh eutD 5 doeA . eutE 5 doeB [A] 74, eutA
IR K IR PR AL 5 BE PR % eutBC 5 2k (X 7% eutDE
B 34> ORF frfRJT, H ORF 735l 4 fith [ i i)
PR DoeX (B[ doeX {37 T doeB 4 doeC
Z i), Jii %l DoeC FIf% % M DoeD. KM, 7E
Ak S. meliloti H1, ehuABCD-eutABCDE #:4 + +
i Ectoine W 3RiA, MidEHARE S AR

I 4k, Jebbar % B3 57 0 4 ehuABCD-
eUtABCDE 5 [H % i) ¥ s R ik 2 R W11 5
g, MARMBIEEEREIE. Yu %59
FERBUAE S, meliloti FP A7 AE— Bl L A S P9 1
BF EhuR, £ 5 Ectoine (KW 140435
EhuR J& T MocR (Probable rhizopine catabolism
regulator)’% s 7 BT R K 0L, MocR E 5%
W s§ @ GntR (Gluconate regulator)if 1% , 18 H; EL
M- £ -B2UiE (helix-turn-helix, HTH)F) DNA 45
AR 145 A 5RE) . EhuR 43 T4 50.2 kDa,
H1 461 2 FEMRZH A, FE[H ehuR i T ehuABCD-
eUtABCDE #RZ\1-AY I3 Xk, 5 Bk AR LA 5
Fik, MMy Ectoine fETERT, EhuR AJ RS
4545 %) ehuA Ji3 3l 7~ 19-35 X S8 A ehuR Ji3 30 5~ 19
& DNA Xl (+1 fisX), EhuR 5 ehuA 53+
45 G MIJim T ehuR JE 3+, M #i 4l
ehuABCD-eutABCDE #:4\ T 10%% 5% , #7875 Ectoine
s R o Y Y Ectoine 5HR o
Py 5] LI EhuR 9 DNA 254154 , {2 Ectoine
I B A4 1 FH RE 8 fof 20 i bR Ny, A7) T
3f] Ectoine 1M IS FE o
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3.2 B/KKHE (Ruegeria)ff# 1Lt Ectoine 5
EnuR ¥

V41 7 Ruegeria pomeroyi DSS-3 7 7E L
R IBE 1Y L A #%  uehABC-usp-eutABCDE-asnC-ssd-
atf, HA Ectoine =M Y1, AIgRYAS, H
ASRE B o 5B HIO (P 3). [l , Schulz 450
B bR PR b Ui DX SAE A — b R SR
enuR. &M EnuR /& MocR WK %/IGntR #BF
WAL B, 43F-hE 51.97 kDa, F 464 I~ LR IE I
. EnuR A A TRSFALE Lysse, AT 3L
Mo A 5B -mme i, 254 FIEY
5-HE/Ectoine Ry, Ffi/5'5 Ects A R K
Bk, SCH& S uehABC-usp-eutABCDE #:4\ 1
fE S 5% S Ak P, Suvoroval V45 E— 4
WEH, AME Ectoine AMYAIE AR BRI, &
it % 5 5 3R 1k uehABC-usp-eutABCDE-asnC-
ssd-atf #:I\ BRI, M Eos, A enuR
S T I uehA 465 iz B 2 458
EAFE IR S 7 &, arlie SRR i
P75 7 )i 2RI 45 38 R enuR (9 305 3
. SR, HH enuR MRS FE TR RS, 5
Ectoine AF7E L HAER R M, FAA1ETIZEER
FERTTEN S 37, #H6i EnuR 5543 f% Ectoine (2
36 fir). BHiBEET EnuR Y5 Ectoine 45&BUfitg4:
WAL, BT I EBLEER, Ak R IO
LKk, HTHRIANTFHHFEIGMREL, HZRE
UehABC 4 FfY Ectoine G412 RE 1R AN
s, DR ARG o AR R R Y Rk
HZE 4N Ectoine # 58 & THFEIR R

4 NG

W i = R A I N B S OB R A

V5 Ectoine 5 5-HE, AW X #h ol £ 6l
PR RS E A . R, BRARUEY ZHE
PEFE, YR o B B AR Ects ZEW)&
i AR LA R Wl S e s R A S S
TR H I R R SOAFAE 22 SR (3R 1) SCHREE G
Br iR —Se5E RPN RS 5 Ects WG
A AR 2, W1 EctR (Methylomicrobium Al
Methylophaga) . CosR (Vibrio) .GInR (Streptomyces)
1 RpoS (Chromohalobacter)4s ., HAA )45 ML il
BCHAB R R B B BLE . A RRR AT . B
EL 438 (1% 2 4> B 98755 7 EhuR (Sinorhizobium)
Ml EnuR (Ruegeria), iS5 T Mubh Ectoine £
W5 AR R 4 o IR Ects AN AT AR Dy
BB PR A A A, T A AR B S
Stkom B R . 2, Ects A& LA
PE P IR A T BT T A, JE R Rt ) 4
P A 2 Ok A R A TR TR, RO Ak
FRE Ects 1Y SIS UL AL S A 10 S22 5 1] .

AL, 5 K Ects Wi 5 ¥ ia 1 Wt 5% 4k 3 AR
M Z, RIFRNENES, 250z R85/
ORI D3 A A T PR e 5 0 D e, B TL R IR K
Wiz Zony LA FEER, W TRAP-T X
J% (TeaABCD 5 UehABC).ABC #iz F Ji% (ProU
5 OpuC).MFS # % J# (ProP) .BCCT % Ji% (EctM
55 EctT)Fl SSSS M % M4 (EctP)55 . £k b ik,
XA R ZE RGP 0 Ects AR5 BLIS W5,
MREZFHECEM T2 IZHMIRANTAE, H
W K Ects B0 £ PRI R . Ects A=A UYL
IR . ORI EE R Y I 4 R 4R D e 2 A SR
PEIF BT (B sl . VA SRS ) Oy T, A
TRAWFSE, JCH R U K B 87 B 1R S0 3 5 [
1) B85 PR AL
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% 1. Ects £¥MEMS N BRI RRKEEHEXETF
Table 1. Factors related to Ects biosynthesis, catabolism, absorption and transport

Factor Strain type Function Reference
EctR M. alcaliphilum 20Z, M. thalassica Inhibits ectABC-ask operon transcription [23-24]
CosR V. cholerae Inhibits and regulates ectABC [27]

GInR S. coelicolor, A. mediterranei, S. avermitilis  Inhibit the transcription regulation of ectABCD [30]

RpoS C. salexigens Promotes ectABC expression [32]

AraC (mutation) E. coli Activates ect gene cluster transcription [34]
TeaABCD H. elongata DSM2581" Absorption and synthesis of Ects [35-36]
UehA S. pomeroyi DSS-3 Induces absorption and synthesis of Ects [38]

EupR C. salexigens Osmotic absorption ectoine [40]

ProP E. coli, C. glutamicum Osmotic absorption ectoine [41-42,47]
ProuU E. coli Osmotic absorption ectoine [37,41,43]
OusB E. chrysanthemi Osmotic absorption ectoine [45]

OusA E. chrysanthemi Osmotic absorption ectoine [45]

EctM M. halophilus DSM20408 Osmotic absorption Ects [46]

EctP C. glutamicum Osmotic absorption ectoine [47]

LcoP C. glutamicum Osmotic absorption ectoine [48]

EctT V. pantothenticus Osmotic absorption ectoine [50]

OpuC B. subtilis, S. aureus Absorption and synthesis of Ects [51-52]
EhuR S. meliloti Absorption synthesis and catabolism of ectoine [54]

EnuR R. pomeroyi DSS-3 Absorption synthesis and catabolism of ectoine [56]
72% 5%‘ j @ﬁ Pathway construction and metabolic engineering for
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Metabolic regulation of compatible solutes ectoine and
5-hydroxyectoine

Fang Zhang, Guoping Shen, Yongzhen Li, Derui Zhu
Research Center of Basic Medical Science, Medical College, Qinghai University, Xining 810016, Qinghai Province, China

Abstract: Ectoine and its derivative 5-hydroxyectoine (5-HE) are compatible solutes synthesized intracellularly by
halophiles in response to high salinity/osmolarity, heat, freezing, and dryness extremes. They have drawn a lot of
attention lately due to their protective effects on maintaining cell survival, membrane integrity, as well as protein
and DNA functionality. This article comprehensively reviews the regulatory mechanisms of intracellular
biosynthesis and catabolism of ectoine and 5-HE in different types of microorganisms, and summarizes the latest
research progress in the regulation of extracellular uptake and transport systems of ectoine and 5-HE. This review
may provide a certain theoretical reference for the subsequent optimization of the production and efficient
accumulating strategies of ectoine and 5-HE.

Keywords: Ectoine, 5-hydroxyectoine, regulating factor, transcriptional regulation, catabolism, uptake and
transport

(KLt th: F&)

Supported by the National Natural Science Foundation of China (31760034, 21967018), by the Key Research Foundation of
Development and Transformation of Qinghai Province (2019SF121), by the Basic Applied Research Plan of Qinghai Province
(201823778, 20202J767), and by the Team’s Research Program of Microbial Resources in Salt-lakes of Qinghai-Tibetan
Plateau (2018KYT1)

*Corresponding author. Tel/Fax: + 86-971-6153778; E-mail: zhuderui2005@126.com

Received: 21 November 2019; Revised: 30 January 2020; Published online: 16 June 2020

actamicro@im.ac.cn



