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Fig.1 The main components of Gram—negative bacterial double—layer membrane
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Fig.2 Transmembrane transport pathways for the main components of the outer membrane in Gram—negative bacteria
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(general secretory pathway) , H: .0 2 4 J2& 5 i
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AN JBE . i 220 1) 5 5 5 s ORI 2 W e 12 R 4t
(lipopolysaccharide transport, Lpt); fffi5 7 ZLi i
fg BT A XF R 4E K R 48 (maintenance of lipid
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JEER.
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Fig.3 The structural model of the lipopolysaccharide

transport pathway (25 3t 34
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NG Z2 M 12 i T EPE . Owens 25 ) 7R 13K
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7~ T LptB,FGC Z 4t [n] SME iz i g 2 W & — A Al
W)t AR . Tang 45 2 42 IR VR L BEAREAT T 9B [GE
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FHIE 27 ZENESMIN, LptF M LptG 13, 45 o &
e R 7 Brz ), A 0 B BAE A R ERIRES
¥, b LptF (4 B & S ERIRZE 14 5 LptC 1 A& 14
RO GEM B w2k A FEN AR, LptF il LptG
(1 o 15 B THE 1) 1] PN JEE SIS i, LptF 19 145 o 82
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i B A, #ATE LptD B9 AR N B L T
“WRSZET" gkt B

41 LptD/E ¥ 32 IR Z LG R - g 2 b
1t JA F 23 (8] )55 LptD A N i, SR LptD BRI 4 &
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N B SCHERS BRI AL = . eoh, TEdm A
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ik 4% % il PagP REA% FIFH AN AMU A 85 AR, UE1THR
ZHEZENE A FRIRBESELAL 7 T Mla BEAS HL 242
HAMEESMU A BERE , (ERERE G s ] R = 2

Mla 25t H 6 %1z H MlaA-F 4158, 43 5I7E
PBSIE B M1aBDEF &2 &4, 76 J8 i ih e sl 18 8
FIMlaC, FEFMERE MY Slg & 1 MlaA = . 53
AL 53 NP A2 RSN 7 2OR TR, Mla &
Sriig LGNS N RS 7 ks g - AP
a1 MlaA B S TEARTHFE ATP ST, K oh s
HM AR A% 3% 25 A B B A MlaC, P I
MlaC ¥ g 5412 45 MBI () M1aBDEF,  H: 4 LUK
fife ATP FEREM) 7 LK BERRH A E . BT Mla &
gih U5 MlaA . MlaC LA K MlaD A9 45 44 E #f f#
Br s (E4) .
2.1 SMEEBEMIaA

MlaA J& 5 & TEAMEJE Bl PR 2R 11, REfgE
PEPEHAE FH T NS MU B BENg , 5 B AERR A0 P A
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Fig.4 The structural model of the maintenance of lipid

asymmetry pathway 1 5!
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JENFR  (Intra-membrane loop) . 55 a#EM 65 o
5 S HEE I (W] A B — > AL, MlaA JE B2
L “FHEE” AIRIE LR . MlaA H0FLIR L AETE
— AR EE R REE ), R S5S5 olBiE. 65 a
W FE B2 E AT A BEAS A . MlaA L LA ) P
WBEARGEN:, MBI IE A SN ETE . MlaA {7
AN B AR 2 11 OmpF BAfR 2 (0] (96 il v, s i
Bk sR L] FTEFEAE 11 5 OmpF 454, A E R
G, i ATESMER M (K 4) . BFSE R BT,
OmpF M REAN H S S5E M %iE, (LT
MlaA 5 1 SCHEEFIIE 2 L B

MlaA [ L FLITA 1% S5 R e S5 AL L, T2 AR
SN B SRR 5 LR Z [ “hiEE”, BHAE
AN IS JAM B S B FLIE . T AN S M B B BE % 5
5t M 45 A 7F MlaA o0 FLIR JE LA B, 1R
MlaA B 45 EHE, FECP.OAIY R, fRERe
B IR 25 2k HCoFLAR I ] J& 5 R . XA 42 A
LRI RESE A &1, LAl HEJ& MlaC 5 MlaA J& 5,
(A AH B S8
22 FER=ZEMEEZERMIaC

MlaCJ& 58RI & A B 1, Pk
JIg 2 o 7 3 7K 19 S8 Bt 25 1] . Ekdert 48 0 ) E T
MlaC W @R S5 1, 23 B R ~1.50 A, BF 58 R W]
MlaC H1 44> B AT 74 a M HER AR R, Hopuo A
A KBRS, T T 455 WEls i W0 AR e L s
WX XS SRR iz . IkAh, MlaC fg
5591 /Y M1aFEDB & & ) filS M ) MlaA-OmpF
FesebEgs G, 20U MlaC RESH L 45 5 1 .
SMEBEIE iz Z G, S5 IETESMERIN
2 (Rl %Iz
2.3 MEE EABCHIZ{EMIaFEDB

MIaFEDB & & ¥ 20 T 4 b4 5 /1) ABC 4%
izf&, fiMlaB, MlaD. MIaE il MlaF #4 i . {15 4
fis, PIBESMINAYS MlaD HA Al iEvELS R, S5
AR B AR B IR S F iz T B % MILaE LA [R]
R RAKADIEXAETE, WX B IR 5 BRSSP 5
(TMDs) ' 4ififdfFirh, MlaF 5 MlaB Ll R 1&JE
KNGS A, ORS8RI 1T R 45 A 45 19 35
(NBDs) %' [ figid it /K i ATP 15 b7 B NG
iz .

HHI, MIaFEDB & & #4548 i J@ ARk, X
A MlaD J& 538 1 45 ¥4 F 2017 4E 9 Ekiert 55 ' i
Br. W45 5260, MlaD st 1/ N 3 85 e iie 4
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FETENRR -, LR BT IX S 6 i 2L sh P i i (= 22
#F1 (mammalian cell entry, MCE) ZHiL, VL “9F
FEAHE” Jr XM EAEIE B — A EA sk LY
NEA, FMCE M C i o 885 RETE IR T LIE
B ) JE S A A, AT RE AR R UEA
BB AY SCHE DX (HUZ T MlIaB . MIaE #l MlaF 4
¥ BAT AT, FrLOZ RS Wi i pLT A AR
P ELAAR BB e s

3 B-HAREEMSF (B-barrel assembly

machinery, Bam)

HMIFEE R A R S NIRAS AT sk A2 G,
WA S AU LRI B (— B EED , i ARLRAY
SRR EAE I A B-AIRES K, ATV AR T B sl
MrEEEA (fLER), Wl T hRERE R
BRI L AN FTE AR B PRI G BT
AESIR, HHMEE A N Sl 2 7E I L, AR
B Sec AR PUN IR HRE TR, EMEEH
ez Zp i NIRPE AR s ), i o1~ RE45 4 Skp
uf SurA F512 16 B MR A ) S g — SR AR
FIRY BB BA XCENE, AR ASME R E M
(K5), 5 2 Bam SR 58 B SMIE 1 e 1O
PRI SME =

HhEE

PaJiE

Fig. 5 The structural model of the—barrel assembly

machinery ' '

ES5 p-iEkIcEAL AR A RS ()
BamABCDE5 AR PDB Y SLIOM 1 fm A T4 [

BAM & & & B 5 4~ ¥ iz 5 1 BamA-E 4
B PLSE R R AR AR 1 BamA S G, AR
BamB-E iy i 1 76 S JE S A g 2 1 . BamA
I BRI Y C vl 7RSI 1, NI &S
A2 JE AL PR A 22 KIS 32 AR DG 25 #4388 (polypeptide

transport-associated, POTRA) ' Hff, BAMKE
EYREERIIENT R . BAME &Y h— “fLIE”
RBYLEHE, BamA B BARRESHIE BUE /Y “IEE”,
BamA 1)) POTRA %% #4 5 BamB-E 4 i F1 IR 45 44 11
“EAE e

BamA % —~ 1 16 % B & T B AL 55
JEE B A AR 25 A B, O B B R K P e
BamA I SRR G5 7 H TR i — > E 5L, By
1AM UE B 5T 38 1 BamA (9 A 42 ). BamA 9 5 4
POTRA Z5F M N 3R 4 5 P1-5, 4 POTRA
SR P 25 SRR, (RS AEEARL: 1Y
LX) S TA TR TE RN 3 % B AT E 4L Ak ) . BamA il
i POTRA %5 #4 3, 5 BamD #il BamB %5 & ' .
BamA 1 3 5 POTRA 45#4 5 BamB i%4%, 15 f12
5 POTRA %544 5 BamD 1 C %/ HAEH, 545
POTRA %14 5 BamD 9 N ¥ 45 5 ¥ i} Bam &2 51K
FEA P E TR . BamB £ 8 <\ e 2L ”
iy, B R 3ANE IR A BARALK, &0
RZEH 1IN KRER, 25 BamA W4 1k
Ag 1700 BamD H 5 A4~ 5 A8 BESEAT G DU 2R iR £ ik
(tetratricopeptide-repeat motifs, TPR) #ZH i¥ 77,
JEH AR AN S Bam iR A X 8k 7. BamC #lI
BamE J{- &K 5 BamA B 4%, {7 F BamD M %,
Hrp BamC 254 78 BamD AU /K FEN @97, BamE
i 1:f BamD f) 4 5 Fi 5 %5 TPR [X 3 5 BamD #H 4%
AR Bam B SRS E BT, HJEXT
THAEHYLH M A2 2. BB, X7 F Bam &
AR s SR AL B IS A TR, 4
A CHAZEREAL” R “BamA SZRRR AL -2 75

“H R B BamA 1] fEIE 3 U A 5k
56 AN R B 55502 1 77 BamA AR &5
PR N i 145 B BRI C o 1655 B I 22 ) AR FLAE R 4
55 0, FEARBE AR Z B B T — AN C Ay
17 ESE, IMESE A A BamA fRR S5 I IE
1EBamB (YIHY R, BamAMRIRZEHIAIEE 1328 5B
e ke A R 2y Ase i ie e, ANTATIF T 15 H116 %5 B
JBeZ Ml iy, ZEEE T AR AR Y B
B 75 RSB RS S PRt TR . SRS, A
EEAMBMRS “MIT” hrypss, Bl—1
BamA-#MEHE 1A 2 G AR Z5 1 . 7538 i BamA 1Y
ISP IRIREEHI BIFT I, MR AL, 2" e
HAAEATEASME .

XTF “BamA SZHFEIAL”, SMEER AT B-AAR
S EA S R A AR 7Y, BRBAEIR T S T
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YREhT, FESMEER RSO A %A B . BamA {EAME
HEAF R AR B SRR, B AN S
BamA AR S5 H 77 B PR 2 0] A BK SR C 3 A Rl
SMERIATRE , AR T B o SRR A SR
Bl e R, AT BEAMIR AR B R S HEA
BB O

4 BEBHEMNZR SR
lipoprotein, Lol)

FE R EIEE A, IR E &
(lipid-anchored proteins) , A7 Bt HEH], HLT N
i PO 256 A 8 o A A/ M S JB ], e 4 i A/ ) 2
HGER S 7Y AR R IR R A R R — 2
. B, Nim& A1E 975 (signal
sequence, SS) MY BTHTIATEA AT A5 0L, KR
038 FH o3 Wbk 1% Sec WUMZAE 5741, g8 FA)
N S uN SN AR e i 1 e B L R
BLEALNE (Let) . IREFFE S IKEE (LspA) . i
R N-BEIEFE R (Lnt) 78 N ESMINXS g 2 H AT
RIEFTINT., I8 AR = A S .
ERAMAEE A, & A Lol M# {55 (Lol
avoidance signal) [ 5 & 9L OR B IE N JBE | Y
o4yl o Bg | A 7 R 48 (localization of
lipoprotein, Lol) %% iz % 4 Jifg & 55 IF 4% & 7 Jil
.

Lol & %% 5 4512 8 1 LolA-E ™™ (K]
6), HTENIE T2 LolCD,EE &%), 1Efimh
JE B AEAR 8 1 LolA,  7E #1 ISR e i g &
LolB. LolCD,E & 5 W4 #& ATP ¥4 N JEESMI A &
%1625 LolA, LolA PrBIRHE 11 % B 5 2 (8] 4%
TR LolB, 14 LolB IR & F 1EHf 4 i 75
A L . A — e 22 PG A P A0 A TR
(Francisella tularensis) F1 1 2 AN Zh #F &
(Acinetobacter baumannii) "', 1F7E— ek &
F1J5i LolF, AJHUL LolC FlLolE, [A] LolD %%t sxt
PRI LolDF & Ak 7.

41 MFE_EABCHIEHFLoICD,E

LolCD,E & & ¥ & T N () ABC #4iz ik,
Hi LolC. LolD F1 LolE #4 j& . [A] I & £ k& 3
LolCD,E & &5 MacB LA 1R & WOAR LR, HED
AT g H A 2 MacB (9 a2 AL 54 . i i ot rh
LolD [f] ¥ = AR IE BLix % is R 4% 1 R 45 5 IX.
(NBDs) , fEfg i g /K il ATP Jyinkkia R G HERE .
51545 4 LolC F11 LolE & "3R4, ki iy is

(localization of

Hh I

Q
X LolB

=1
€77 LolA
LolC & Jifi 35k
3
M
P i

D D
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Abstract The outer membrane of Gram-negative bacteria is composed of lipopolysaccharide, phospholipid, 3-
barrel protein and lipoprotein, which is the primary physical barrier protecting bacterial cell from harmful
substances, and associated with bacterial pathogenicity and antibiotic resistance. The components of the outer
membrane depend on specific systems for transmembrane transport, including the lipopolysaccharide transport
system (Lpt), maintenance of lipid asymmetry (Mla), §-barrel assembly machinery (Bam) and localization of
lipoprotein (Lol). These systems can ensure the integrity and stability of the bacterial outer membrane, which play
important roles in bacterial growth and survival. Therefore, this review summarized the research progress on
structure and function of these transmembrane transport systems in Gram-negative bacteria, and prospected the

future research direction, which provided new insights for developing the novel antibiotics.

Key words Gram-negative bacteria, main components of the outer membrane, structure and function of
transmembrane transport systems
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