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WE: —A RS (Type 3 secretion system, T3SS)VERFETE T 22 [REATE R H /M I RGEZ —, KR
2 RBAMER BN A EEAEH . T3SS MBURMEHIRIAE T3SS BE EHK AN &K 1552 216 R, o
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P, — RN E AR B HES75, B— ke T3SS M 4B . AR SCRIZEIT4Ek T3SS 1Y
FARY, | 35800 B (% i ML T (%) Feeol b S A TR L 23

KR “RMMARSG, BUNER, s, HuES

1994 4, it 5% & BRHIR /R £% FC TR (Yersinia pestis)
RE R 2500 2 11 42 7 1 ) U % 4 R P 24 A B
H, JF BAE SRR GO X — o B S E AR
G T MIRAETCR, AT AFRZ S = B3 1 (Type 3
secretion, T3S)M. [Ff, HFFEABRFER I T —4
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O G, B RAE AR AW R G
(Type 3 secretion system, T3SS)., I LL4ERF5Y & FH,
T3SS JE i .+ 2R EA 4 B A s HE

2R 5 A TR P SIS L A D S B R A o A i
FFRIR hras 4 B, 7 S0 R s F A0 R, AL
;& AR AR TR A B, i at T3SS B A% is 215 &
RS, CREXTTE AR A F AR AR, R
Yo g8 SN e AL AR A AR, AT S B4 240 7R
SETE T8 F AN AY H B 200 8 (AN 5is 2
15 20 A A 3 BT A B B £ 5 9 VR () £
1BE I RAEBIC, [RIR 32 2 T3SS By . ASCH
GEUT AR T3SS MR RE | 500 2 1 4% 32 A1 43 W AL
7 T ) e R A TR LR AR, A BT R B B

EEWHE: EFEARPA4: (31370166, 81473251, 81301474); A HRFI#IE4:(2014]01139, 2015J01345); J& | Ik

K34 (20720160060)

“BIS1EE ., Tel: +86-592-2880630; E-mail: daiwang@xmu.edu.cn

ks B 2016-11-21; &M@ BHA: 2017-01-03; MK BHA: 2017-01-19



MRS | A2, 2017, 57(10)

1453

P A RO BL A7) A B A
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1 T3SS 8y &

T3SS AMUAETE T VP11 G (Salmonella enterica
spp.) . {17 %% (Burkholderia spp.) . 4 J5U{A&(Chlamidia
spp.). ZkMAT R (Pseudomonas aeruginosa) . il
1 9K B (Vibrio parahaemolyticus) . 25 %% [
(Shigella spp.) . 1% i ifn K4 i (Enterohemorrhagic
E. coli, EHEC) . I#&0aE KT #i (Enteropathogenic
E. coli, EPEC)XLEZNMHUIR ', [FII tLfrfET
T FHIR AL F (Pseudomonas syringae) . A & /K
[C 7 (Ralstonia solanacearum). 2Kk SCE (Erwinia
chrysanthemi)iX LLAE Y BRI H, A BFR KN
T3SS % F B i i Bk vk & E 2. Ik H T3SS
R THAE R R, AR (Rhizobium)™®,
NI ELEHEC S, A EEAEA T3SS A
11 LEE#EHS

T3SS A LI 4 28 HTa L % B AR
[1(Bacterial membrane apparatus proteins) ., ¥%iz
I (Translocator) . %% )i 2 [ (Effector protein) . T3SS
B 71 (Type 3 chaperones)® . 7£ EHEC 14y
X EE SR I AT b R KT B I
(Locus of enterocyte effacement, LEE)#: )5 I,
LEE MK LN 35 kb, % 5 NAFEIMIRINF
(LEE1. LEE2, LEE3. LEE4, LEE5)3t 41 /M3
ME ., T3SS MR H % 4 1 -2ty g b, [W] Ik
i B g SRV 8 H (Tir, Map, SepZ 7). f¥
{REE (U CesT) . LEE 4ufiiE 5 X+ (LEE-encoded
regulator, Ler)ld & 2%k bt 2 (Intimin) 2501,

LEE 322 Ler FIFRFE N A IR% . Ler J2& T3SS
AL ST R, RRIE LT 4 R R 2R

2H 7 F A% 45+ 2 A (histone-like nucleoid structuring
protein, HNS), MIM¥#IE LEE2, LEE3, LEE4 FI

LEES %% 5%, ler A% By iy 53 32 BIREARLN FI SOS
(—7Fh DNA 5 GBS HLE ) A 450 LEE 4R
¥ 1E 1L F GrlA (Global regulator of LEE activator,

GrlA)Z Ler A IE BT K+, T LEE 4Ry i#%
1117 (Global regulator of LEE repressor, GrIR)iE

15 GrIA L5 S GrIA BIFEH], [RIINF grlA F griR
P B 5E EIBE R Ler BT, BREEOIERA AN

508 AR AR, A TR AE S A i
REVS 3 T3SS W38, [A°h EspB il EspD (P44

SIS )R AN R BN 1A RO -, KB4

HTE 578 R4l 2 BT, T3SS A9 5 J5H 3 KB /4R

CLLH D, I LAY 5 1 B T R Se VAR 0
FE MR BEARZON 1) B 175 5K 7 (Auto-inducers)
BEIE M8 LEE 3 1 5 L N s M

1.2 T3SS BEEE

T3SS 5 M5 im a8 ph 4l 40 2 B AR A s iR
FRIRE, o3 7 FB5y, ARTE GE AR ) 15 T A0
50N ATP B A 1K (ATPase complex). C ¥R, 43
W% B (Export apparatus) . &4 (Basal body) ., #12ik
241K (Needle complex) . A ¥t A4 (Tip complex)
H1%% iz £ (Translocator pore) (& 1)B4,

T3SS HHEJIE 2 R A A S ) FRAR 54
JIT L o AP B RAR S5 6 2 B 12 A FRAA EscC Yy
Ji, EscC My BEumz AR BT, B 16 nm
HAR7nm WEE, NEAREEETE 22, N
JZH 24 SEUR Escd MR, AMNZEREH 24 DR
EscD #45%, Escd 7EJiii 5 EscC AHi%, EscD HY%Z
KA THUFIX, g T3SS 2yt B AR, B
T NIMERFRIRES M, BLIRIA 4 Escl F1 EscP,
Escl 5 Escd M%), FHEE I 1 AR 2 4
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B 1. T3SS FERiBiEEtE

Figure 1.

General view of the transmembrane channel of T3SS. From left to right, (O: ATPase complex; @: C

ring; 3: Export apparatus; @: Basal body; ®: Needle complex; ®: Tip complex; (@: Translocator pore. IM:
bacterial inner membrane; OM: bacterial outer membrane; HM: host cell membrane.

AT AR ARE G A% , EscP /E R T3SS
o F R BT T EHIR R AR BT 43
B EscR., EscS. EscT. EscU. EscV #i%, #%
SRR N EIPR G M Fr e[l . EscR. EscS. EscT =
HIAETEIX , 9 A EscV R 1 A FRpRgE M,
C IR H SepQ ALY 30 nm FYFRIRZEH , 5 T
H EscD M@ BLImIE I, C A GHAEN
ATP 52 A R R EAAISTATP W52 5 1A H EscN
EscL il EscO #4 %, H: EscN J& ATP fiff, 7£ T3SS
R BRI VER . ATP B SR 251 32
SR 6 LA EseN B ARG HY , R
EscL 5 EscV Fil SepQ #Hi%, EscO 5 EscV i,
AFIR [ ATP B A AR MR, ERIRE S
EscF #4 i (K B 7E EHEC > 23 nm), K & 14
H1 EspA #J(K JE7E EHEC & 600 nm), %3z fL i
EspB #1 EspD 4.

2 HMNEAWHFKE
fE EHEC o', MUSEIFEAR EAMS , #
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XA A0 A TV A A YRR G RN R
MAAAFEVER, Nk E0E UEAN B 2 5l 11 £
ARRAY Y o ARSI A 2800 2 1 6] A o 200 Y
Ve FIAEAESS YL, I Sepz M4 uyd T, i
Map A4S0 FAMIET, AT X it
RN, 50 G RV i = A A R 4 DUR T AR e e
B, BV AR A U S A E 4t
2.1 BNEAHERNSWMEXER

T3SS 14 12 Ty RE &4 2500 2 11 DA 20 7T 1Y
JiL s BB B AT BN, (RTEE A R SE R 4
T, 0N A R A BR 43 W B 2 R A SR
A2 A T8 R, Fln, HR/R 2R FC7E bR
HE RS [RE FE 3 R 37 °C B SR REA N Wk B T,
EHEC #1 EPEC fiE7E DMEM &%, M9 1535 5431k
RO R TS O B R R I IR, A FRAT]
PRAILT — Tl 5 4 W) 4 2% A A A 5 288007 2 1 ) e
B L
2.2 BRI

WSRO 2 11 38 A W 04 7 v R B2 5E 2o
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ROV AR S AR ARG R A I B R
PR A 25 25 1 A4 I IR 3L i (Adenylate cyclase,
CyaA). B-PIBEHERE(B-lactamase, Bla). DUt
MR 79¢ 6 E bR (Tetracysteine motif tag labelled with
the fluorescein-based biarsenical dye, Cys-FIAsH).
Y64 i TR (Light-oxygen-voltage, LOV). 43244k,
¢ GEE 1 (Split green fluorescent protein, split-GFP),
F I ERA B S L 1, i X BE RIS O vk,
W58 e AN 2 1 ) 1 8 A T AR B 3K
I AR 1 28 By
NSS) . & & 1) 115 25 1 45 & X (Chaperone
bingding domain, CBD)FIH AL (M55 41 .
2.3 BMEHKESFS

2.3.1 N E K E 54 W E 5 (N-terminal
secretion signal, NSS): W57 # & BN 2 1
NSS #LHE 5, 4 Sory 55 BLHE /K Rk FQ i Hh 8%
I H YopE Hl YopH 735l Ui & Fk s i 15 4>H
17 AN G SRR TR L S A LA 43 W08 5 AN T ML T 2,
[f#%, 7E EHEC #l EPEC /1, Charpentier %% i
Tir, Map., EspF 90 R 4 H & L0610 20 4%

M55 (N-terminal secretion signal,

FERRERHE, X Cif, BFrRs B2 5 m i 2 SR 5k
SRR /D, B 16 ANl LA IS B 4N AR Y

AR T 115 5 K (Signal sequence, Sec)ff i
RO R GE I o WA ARASOW A 1, T3SS U A Y
NSS A —E 37517, I BAL B (T
) =R 45K, AR XS YopE 1 YopH [ X 4 d
TRZEFI TR &30, YopH LA FAE 14> o 1R
Jig, A YopE ¥&A . Lk Ghosh 555l NSS J741]
AN —FPE AT BB A SN A B B TR B i —

SE L TR T3SS 43-ihke B U2 (R LA
ﬁ%ﬁifﬂ&ﬁ@%ﬁﬁ%m% mRNA {55 (MRNA
signal) L BB (#3000 £ [ iz Afs £, (X —155
R BAFAE TR ARG B AP P4, [ Niemann 451
R, WITIREBE A SR gtgA. gigR.
glgB. sseL. steD #2HA% 5 FHi A 25 bp AR IERE
PR T CyaA JEATE R4, JEFit, 4
TN GUIA R, 00 R 1 53 6 P REAREE AN S
RIIFH, W mRNA {55, HiX— & Hajd
BA R,

IR NSS I — AR TS, HEF5EA
BRI NSS B SE 7K BE A R 3000 & 853

x1 BRERRRS

Table 1. Advantage and disadvantage of these label
Label Advantage Disadvantage
Bla 1: High sensitivity 1: Modification of effectors
2: Broad applicability 2: No real time secretion detection
3: Influence host cell
CyaA 1: High sensitivity 1: No real time secretion detection
2: Broad applicability 2: Influence host cell
Cys-Flash 1: Potential broad applicability 1: Modification of effectors
2: Real time secretion detection 2: Low sensitivity
3: No influence to host cell 3: Toxic to host cell
split-GFP 1: High sensitivity 1: Limited applicability
2: Real time secretion detection 2: Influence host cell
3: Easy calibration
LOV 1: Small size 1: Less fluorescence
2: Oxygen-dependent fluorescence 2: Limited applicability
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Scott 2%} YopE & K 2-8 AN Kevmak £ 3
22 FRBUF e AR E, M X 128 MR B
SRIMEBLG , BB SRR T B B Hs K Bk
SRR Fr B B i YopE 43P,
232 BNLE A M EIEE H %S X (Chaperone
bingding domain, CBD): i F1f NSS A2
DA AFRION 26 A 30 12 A e R4, anfedp/R
ARICTA T YOpE 2/ BEa hui 1) 49 A2 Sk ik
LA BRTE 1S 3 40 M v oA I 2 5 X B A 25 R
CAMP 7K TR BE R 1 Al & A= 7E YopH |, &
oA ) 71 A IR R I A BRI AT 4
Y, £ EHEC Hl EPEC g 5l ts e,
Tir B9 24 ki (1) 20 2 SR Ak AL AR RE R Sk s 2
6 EUM, s S 2K Tir fHHZE T
1 f%. 1 Boyd AKX Bkl NSS ZJ5 2 AR
JPFIIESE: CBD, ‘BN & 115 AN AR A 1 2
A B X I8

T3SS R FHEw BN, DL RIKIE
AT AT, B e 8 i N AR 2
AP BN 8 1M N 8 B 22 Ja o i Y T BERY
FHBEEAA AR MR, Hrh 580 & A EAE
MMFHEEA R | RMEED, RIEEIsa%
N FECH 20 U0 L ASERI I B 2, FirE s
HE MRV EASEGHHMAER, 0 EHEC 1
EPEC H1f CesF, Ja &8 LI Z R0 & 45
BHEREN, AEMET Spals, EPEC K
CesT %P3 Ye LMy 5 ki, 1B RIHRE
LRI A5 AR L, (BT R s EN 5
AR SF Y o-B-B-B-a-B-B-a L5,

RV FE 1 CBD 5THMBE NGS5 3
% & M B4z, infe EHEC #1 EPEC 1, Tir. Map
FE B A TR I 7 38 R R FE BB T B AT AEB R
cesT MIBRIARIPE Y 2 %, X ULEH CesT 5% Tir
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M Map (%P FREFERR/R FRECHH, YopE
)53 WA 4y L TERFAE T 2 83%, (H7EMIBR T
sycE M B IA R T 2 32907, [A]ASH CBD myfk
HKAHUE YopE Jopkieia AfE AN x it i
SycE #iBh T YopE M/ fifsiz . F+H Luo S5k
B Tir 5 CesT Mz &AL Tir HAmFA 47
& MBS, BMEAE A S530% & 1 CBD M4&
A BEXT A 0 2 A AR B AT R B

RO A 1 CBD AR 4SSt ge= 5
BN A A TPz, iifE EPEC H, A&
1 CesT o] LA BIZRN & 1 Tir .Map .EspH \NIeA .
EspG. NleG. NleH. NleH, UL % SepZ 843k, 1M
TE Tir AEAERTEOLT , 2800 8 1Y 530 i 2 el ik
A X ATRER N ZS AR A CesT #92, MfiRHE T
=R ZR G X — 17 Bt UL T AN B A S
PERHE A HpaB, ‘EREVRBIZN & H HpaA F1HAt
RN R TR 20, AE HpaA B2k g, HpaB fY
23 AR, AT P2 T3SS HAYRN 2 (/31 Y
W, Hh I RT RO B A R is T RE A2 F
HpaB (1) 01°,

[Fi] B 3 AG A 9 e LR 3 3500 8 1 Y ia AN 52
CBD [y, i EHEC 1 EPEC H %00 25 11 Cif
1 EspF, Wi 095 1o 12 8 A= TR IR T cesT A9 Gk
B R T e 2 e
2.3.3 HAFAMESFF: &0 s
T 32%| NSS F1 CBD s, A7 58 & BLAL
B 1 AR A o A2 A 2 . #E EHEC
Tir I ia /5 25 Tir R 519 3| 524 31X 6 4>
FIERRFRILL FRE, FEVPTIRE S, BN
SipB it SPI-1 T3SS 50 i FH AR I NG Y
300 % 593 X — KA M X I,

ETULGEE, RO TRV EARKEZ
H S s m 1 on 2 E(E 2).
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(mRNA signal or
amino acid sequence?)

NSS CBD
1

3

Functional region

———
2
—— S R

Other signal sequence

2. MEEBRRFESFIIRE

Figure 2.

2.4 RONEETE T3SS ERELEE FHERL

B FREE N T T3SS 19 C 3, WfEvbi]
[CHH IpaB. IpaC. IpgB1 #l VirA ¥fE 5 Spa33
FAH AR, (HE AN 5 22500 28 RS 45
HF CH. BRTRBEAARS C LS, B
EETEBE A EN T T3SS B miE b ki
HEEH

B A 5 CBD 4G —J7 1 AT B i8035
FIAS B T A I b WIS /R 2R R BRI 2000 2 1
YopO ¥ CBD SR M SycO 4i& )5, REFHIL
YopO i T/ |, [, YopO CBD My AL
SR YopO 43 i iz , H23fH YopO 715 2 4
MR Ie A T BB, SycE 1 SycT & BihE
i E AT VAR R AR A T YopE T YopT e
7 X I

M— i, tHEEE S CBD 456 A
A RRE S T3SS ATP il &2 & 1445 4 . intE EPEC 1,
CesT A5 EscN 254 M FAnmE P, {524
CesT Y 142 SR SRR L5, 5 EscN KJoikdh
&, 258 Tir B, X — S AEE YD R
A SR UE, InvC S SicP-SptP & & 1A%h
G BRILZAN, Kris SEAEAR AR KB, 1A
-0 5 12 A 1K Ct260-Capl, Ct260-Ct618

Model of effetor signal sequence. 1: Effector contained NSS and CBD. 2: Effector contained NSS alone;
3: Effector contained NSS, CBD and other signal sequence.

REH C MREE CdsQ 454, #a/m T AR M-
I3 K P12 A 1A 8 6 F T3SS B IR T8 119 ) —Fh
T,
25 “FREBNRNE B EHREE

bR T ERME SRR, S0V EH s E
“FFEHEE 7R IR YE . 7E EHEC FI EPEC H1, SepL
fE4 YopN F1 TyeA RN, &5 SepD —ijid
VER“FFRE AT, RIS 8 O/ i1
1, IR} SepL 5 SepD A4 ik 2 x4 i v 25 FH 43
W, D s A e, Sepl YRR ILNEAE S
Tir YER, B 5 Ao 85 /R, X R A BLAE
FHRTREXT SepL 425500 25 [ A4 43 WA 52l , (H X
32 E ARy JCEE ™, B Rk Ik, SepL 5 Tir
A EL AR PRS0, 86 P 4300 IR 22 T B 2R 1) o F AL
il B AN AE S SR, 5 R Tir 255 — i ad T3SS
SRRV R, SepL 5 Tir MR AT RE S FHE
HABNEN S T3SS ATP i 41K EscN 194
RCHEfi

3 HAfEE

T4, A5k T3SS WY H s £, HilhF
FESAH DG 26 11 W S5 A PRI ME , S+ 30 T3SS 5 i 18
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WARAWIFE BN . J3— 7T, RO 1B L
il () LA RS B AN B B, S ) 8800 2K 11 52 R TR
F A3, FELEXTF NSS, X —
55T AT R A AR SR AR it o TRl A0
AU N TS G E AR, FRE
KUV 26 AR By 32 1 67 T 15 30 3 A 2 3 el AR
B, TRECRIX PRSI RIS AR PR,
Xt I B 1R A0ON, 2 1132 T A 9 H i R
1 SepL 5 Tir GAHEAEM, HEAKMBLTIdA
R AL, DRA R A B TR 1 0 0 S B R
AL IS N B 1 W RN 8 1 i 2
WO, W, G54 P) PR AR A R
Fk 07 PR 01 1 2 1 A S R I ) s A
200 B (1 5B HL A RIS o TR0 K (1558
BLHIBIE 1 & , thk A A F e B 34 3500 B
G NSES Srp U NS B11rE R DAl Bk O Tl 62
S PR AL PRI LA

4 W

N PN /NS SRS S ] UG S | S < N
TR SCRESRE T B Y A9 5 R R L L
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Advances in studies of translocation of effector by bacterial
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Abstract: Type 3 secretion system, as one of the secretion systems for Gram-negative bacterial, plays an important
role in the pathopoiesia of Gram-negative bacteria. Bacteria can use T3SS as a canal that directly translocates
effectors to host cell. Effectors in host cell manipulate a subset of signaling pathways of host cell to promote
bacterial colonization in cells. The translocation of effectors is regulated by two factors, one is the signal sequences
of effector, and the other is the regulation of T3SS-associated proteins. In this article, we review recent advances in
studies on the constitute of T3SS and the mechanism of effectors translocation.
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