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Research progress in the function of type VI secretion system

in plant-associated bacteria

WANG Jingyao, YIN Rui, YANG Jianshe, CHENG Juanli, LIN J inshui’

Shaanxi Key Laboratory of Chinese Jujube, School of Life Sciences, Yan’an University, Yan’an 716000, Shaanxi,

China

Abstract: The type VI secretion system (T6SS), a powerful tool of bacteria, is involved in
inter-bacterial competition and affects host life activities by injecting effector proteins into
prokaryotic or eukaryotic cells. T6SS is ubiquitous in Gram-negative bacteria, mainly existing

in Proteobacteria. Although most studies of T6SS have focused on animal bacteria, its role in

plant-associated bacteria cannot be ignored. We introduced the T6SS of plant-associated
bacteria in detail and summarized the latest research achievements from four aspects: the
discovery of T6SS, the role of T6SS in the competition among plant-associated bacteria, the

role of T6SS in the interactions between bacteria and plants, and the role of T6SS in the
biocontrol of plant diseases. This review aims to provide guidance for the future research on the
biological functions and applications of T6SS in plant-associated bacteria.

Keywords: type VI secretion system (T6SS); plant-associated bacteria; function; effector;

biocontrol
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Schematic diagram of assembly and secretion of T6SS. A: The T6SS is activated and assembled. B:

T6SS is assembled and effectors are secreted. C: After secretion, the sheath of TssB-TssC was depolymerized

and T6SS was deassembled.
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impJ #% TS5 % JEF-4 AR 748 515 B 1 22 A8 bk
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5 H S0 WIEREEL A 2- P32 L -4(1H)-
Vil (Pseudomonas quinolone signal, PQS)45 4,
5 PQS-Fe* 454 1Y TseF Bifi PQS-Fe* — [al /& i T
AR 2E I (outer membrane vesicles, OMVs) |,
- HE B OMV 1 PQS-Fe' il iof /1K 37 14 25
I FptA 8% OprF #5328 JE A4 M , 58 56T i 41 Fe®*
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B, &R AR TeSS 15 2ol
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JEE YO T6SS AT 92 IF & B T6SS 1)
2w it 35 DR 2 A 0 R % 10 9 0 ML JRE o R T,
J& T6SS XM ARiF i) 2 H Pukatzki 55 7E &3
EFLINE T6SS Wiy 44 1+, [RIit, S5t
KANEHI L, FPIAH AN E T T6SS IFEMFF
REBEINRZ B EEEN, HEITFERAZE
EZE 1) VP S o

2 T6SS 7EHE M AH X 4 |8 5% 4
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T6SS TE4H 14 7] 52 4 th & #45 HE /R,
KREHHAAH T6SS WA AH AN 1 7 5 HoAth 41
B 3 [ £ 7 Bt B LA i i A= A7 e T
SHEYIA LA T6SS MBI AP, XFhsa
SR YIA LA L T6SS 17 38 4 %F T4
B AL L REPERON R, B0 S A X T 9 AR
Kol e HR AT S BLA (6 1) SR, 407

BEPERON B A TE R AR A AT s, sy
XF B AU A o R, A TRTTE A MR
I B RIS, 3245 B 800 2 AR I A
fifp TR AR FH %) 28 B 1 ASE R B FR AR 7071,
21 HREE

M9 3T T (Agrobacterium tumefaciens)
Fe—Fh - AN TR, AT o TV B0 &R i (type TV
secretory system, T4SS)K: T-DNA M 4H B 21 it %
iz FRE YA AN, DA ik K A R B9
AEVH 2014 4F, Ma S5 IRV L3 IR
B C58 rhitiid T — PRI LR Y T6SS & i
1, OV PR —Fi R T Tde KM DNA
fit, WM VerG oy, I HAA A ALY
THRE S BRI, Al HIEAT T Tde
MR 2 AR08 2R 1 Tdel |, Tde2 ¥ m] F B H X
KIGAF B B FE S, BB AT K FF B 1 B 4%
VERTERRYUR MY 25 F T oo B 1) o, Tdel
TH— MRS HxxD Jp8, Bos R
it P S Tdel TS TEMRIMNA JE7E K
AT h S IR A R R I B A FEf# DNA i
FEREAE RNA BIRE . Fi 40, Hbde + AT Pa e
5 H At 20 B 35 4, Tdel/Tde2 AR 1+ HEAT 54

Fz1 NTREDHEXAREETFRIEX T6SS MNEH

P. protegens Pf-5 Tge2 Tge3

Target cell wall

Peptidoglycan glycoside hydrolase [69

Table 1 Related T6SS effectors mediating competition among plant-associated bacteria
Strain Effector Target site/Function Activity References
A. tumefaciens C58 Tdel Tde2 Target nucleic acid Nuclease [66]
P. protegens Pf-5 RhsA Target nucleic acid Nuclease [67]
P. putida KT2440 Tke2" Tke4" Target nucleic acid Nuclease [49]
P. fluorescens F113 Tfe2" Tfe3” Target nucleic acid Nuclease [68]
A. tumefaciens C58 Tae Target cell wall Amidase [66]
P. fluorescens F113 Tfel” Target cell wall Amidase [68]
]
]

P. fluorescens F113 Tfed”
P. protegens Pf-5 Tne2
P. putida KT2440 Tkel”

Target cell membrane
Affect metabolic processes

Affect metabolic processes

Lipase [68
NAD(P)" hydrolase [67]
NAD(P)" hydrolase [49]

*: Represents hypothetical effectors.
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BB, AR ASREIE A KL IR0, 18
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SEREPE TR FLAE RS, ERR A R
ARG E K IR 4 F A B, 45
R, SRR AT AL T AR AR R B
I, AR 6] B 80N 8 1 R FR 0y He AR AR
KALHE . HEIR IG5 A TE BRI, R0
H Tae AAEINREMHI S 40 TR ALK, 1
MOV AT Tde Ay AR 134T I R A Y A KA 3
WFERRYVERA R B0 T 3o B2 . G, T6SS %%
I Tae 5 Tde BYHEG A LUTEAS W22 A0 Y B
5 g L AT IR U S R S A T
FEN, A AP I A R R I AR
T6SS , il g B Al ff v A R 18 KO
(Paraburkholderia phymatum) . 7K % 8% By
(Xanthomonas oryzae) F1H] & |~ K J&§ & [ #F
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Motk 20 TP AETE T6SS, %40 R 48 X Se
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PIRE PE-5 A AEVE R T Al RE , HA IR b
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15 Tge2 Fl Tge3!®, Horp Tge2 J&—Fll i J& 5
25 (0] B BEPE RO B 1, 24 Tge2 16 J8 i 45 0] & ik
N ICIDO N 77k S DR o2 X (= I DN 7K S R
FIRVECE W R AN, SRR R
BRI TE ST, BR tge2 MRASHR S
S LERUAH LS G D FERRAR T 6 f%, Tk )
REME T6SS 11 78 48 P Y 5 4 4 I i U] R A1
1000 51 33— 2% HL 5 7R A8 AR 4 18 S0 B op o
JE HAEAE Tge2 — Ak B 11X 40 181 1] 5 4 )™
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RS T ORI S M TR DU 8 AR A A
1) T6SS R : HA DNA G PR RhsA
FIEA NAD(P) JKfif B 16 YR 1 Tne2', 24 {4
B T 5 0 SR TR B S R W A R A
FERF, RhsA il Tne2 iX 2 Fpafh 28 (1393 Bh
PP R TR A T R S 5 TP AR AR LAY, HaXFhse
Gt S8 X 2 Bl 25 1Y C A T F: 7
SR, >4 RhsA Fll Tne2 4k 2 o 35 5L AR A0 B
(5% 8 RO AL T Rk 2R Horh — AN 30w B Y
L, BRI HEM RhsA 1 Tne2 iX 2 Fh&in & A
FETE L AT BEAFFE U RIPE T, X — Bl T B
RhsA 74 (1) DNA 45 thCRTEE 5 i ft vh i 2
i NAD' () DNA % #0852/, tuv] fg 2
Hy [ Btk 25 RhsA il Tne2 BbXof A3k 0 2 11 14
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G WA — 2 AR B RV R i SE B A 7

BRItz Ah, A W5 B 2R o 7 S
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4 AEER PRI IR G ONE  Ho, R
MR H Tke2 810 L MIE & —FhE T HNH
W2 TR X % H A AL R BTG PR T6SS R
EH, ZEAKET K1-T6SS 43 HAE KT
TR Y S5 1 R T X R A R AR R A AE I S g
HVER™, W, TR KT2440 RELL
WO T6SS 1Yy 2UAE 5 4 vh s ot B b 52 8 B i
(Xanthomonas campestris)%*ﬁ%ﬁ)f? M,
It HL 3 PR A 40 i 240 T ) 0 AN S AR b
WELE], AR NWRMIL, HXFRS R
T T 3 i % 1) LA 380 B A Rtk —
ARG UE

Gibrik, FEMWMHECHE T TA
T6SS, XELHNEEA] LI T6SS 43 il #E LA
U IF BAE S A 40 TR B Aok B RS 5
T3, BEWE B B 7R 2% 00 40 T A B AR U 8
AR XY S, T6SS AP AH 4l
R AR TE LS PR . A s I 2
B P AEAE T6SS I, T6SS Frfefik iy 3a 4+ fiHvn]
REXT A P 02 A TR ™ A= ], 2 A A AR ™
A s TS AE AR A AR T6SS 43k
BN B 115 WO ) S 4 TR, T6SS it
B 5 AP AT A O 52 3 R AR 4 7 A AR B R

3 T6SS xt 40 5484 8] A6 B AE
JH #9 % e

VEZ R LA B A EE 0l T B3 R
%3 (type 111 secretory system, T3SS)fi41 5, T3SS

A DL B 50 R 1 O SR 4 T i R
RHAERUY, BARHFTCUEYE B8 T6SS HI%L
IR 2 HAR R B R A, HE RS
ZW5E R T6SS X 4i B -5 4 4y [ () A0 A
A BRI (R 2)P 2,
3.1 T6SS #MEMEXAEE

TE5 K REREAN IR . SURTRE LA R 4l I
o5 1 AR A 0 D A A S S A e AR R 1 G
(Burkholderia glumae)l#itk BGR1 H&A 4 4
T6SS KE[HF%(T6SS group 1. T6SS group 2. T6SS
group 4 A1 T6SS group 5), H:H T6SS group 4
1 T6SS group_5 YEHF EA%1E £, 4 T6SS
group_4 Fll T6SS group 5 I FA M 2 4% my I [] ¢
AR T PR IZ Y A A A K I KRB A AR B, e
AR R P 7K R bR B A R 114 7K R e B A Y
AR . BEBIHE 7S A s B /R BRI BGR1
/1 T6SS group 4 F1 T6SS group 5 1F A ] ELAZ%
MM REN PR S, I H X%
FAEIMEERTY, M R LR R AR AR
PSR RO RET, ML, 2
ZEAR PR AZ Y (AR AR 26 B T 55 B RE , X 5K
T A B A KT B 3 T s A SR AR — 2T, it
B BGR1 H T6SS group 4 Fl T6SS group 5 first
SR R X K AR B B PR AN 32 K AR A K 52
w7, 546, T6SS group 5 HEPRIFEH bglu 2207420
N Y b —Fh & A DUF2169 Fl—ASTpkE L
FEAI ) 2 5 VY, T6SS & ThE T 2
13 MZOE M ZEZA T6SS HilE LR Z 15,
bglu 2g07420 H&[F 4filh 1Y 22 45 k6 3o 2K 1 5 J
H ) — R B U Sl X bglu 2207420 4
W26 (R 2 A5 K 3 o ) Bl Ok 5% AR A 3
Au2g07420 DUF2169 FlAu2g07420 PPR 2878
B, 31X 2 Tl oS AR R AR A AR B Y B S 1Y
1 F MU SLHITE bglu 2907420 FT 4t i) &
P N A DUF2169 4538 LA K C 3 i) Tk
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Fz 2 T6SS TEHEMIH XM E + BYTh&E

Table 2 Function of T6SS in plant bacteria-plant interactions

Strain Host Function of T6SS References
B. glumae BGR1 Rice Virulence [77-78]
X. oryzae pv. oryzae PX099% Rice Virulence [52]
R. solanacearum Rs-09-161 Eggplant, tomato Virulence [79]
P. syringae pv. actinidiae M228 Kiwifruit Virulence [51]
X. phaseoli pv. manihotis C10151 Cassava Virulence [35]
P. atrosepticum SCRI1043 Potato Virulence [80]
P. syringae pv. actinidiae M228 Kiwifruit Biofilm formation [51]
A. citrulli xj112 Melon Biofilm formation [81]
A. avenae subsp. Avenae RS-2 Rice Biofilm formation [82]
Motility

P. fluorescens MFEOQ1 Potato Biofilm formation [83]
R. solanacearum GMI1000 Tomato Biofilm formation [84]
A. citrulli Aac5 Watermelon Biofilm formation [85]
P. phymatum STM815 Phaseolus vulgaris Motility [86]
Enterobacter sp. J49 Peanut Colonization [87]
Azoarcus sp. BH72 Rice Colonization [88]
Kosakonia sp. KO348 Rice Colonization [89]
P. fluorescens F113 Tomato Colonization [68]
Rhizobium etli Mim1 Bean Symbiosis [90]
Bradyrhizobium sp. LmicA16 Lupines Symbiosis [91]

FH XS5 B BGR1 15 U, Wi
bglu_2g07420 W) T i 3L N bglu_2g07410 4t 73
—ANTRRE S I R AR R 4
SRR SRS, U] bglu 2g07410 iy
F K B N B SR A0  BE T BRAE RTY
WA WA S AR e K B T6SS-5 LA %
FIT St 1) 26 11 TagA/B-5 J& 1 DUF2169 4% F4 15
AR E R KR 2 I E N, AR
TagA/B-5 J&: 1% BN Z 4% F 4 i 7= A B Pk s A ]
AP R, Kim 250 BGR1 H bglu_2g07420
St )5 DUF2169 45 ke 38k i 2 11t 2 i 40 1
ST T6SS %l Bh R 113 % B A
Mk E A, FI bglu 2g07420 FtS &
DUF2169 45 #4350 (1) 4l B 25 (ARG 7T RE & — %
FEM T6SS #3k H AY, Wiz E 1S VerG ok
FEE M T6SS 10 2 (A7 7 A0 B AR A
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ATLANESEH Sy TeSS ek M. AR W& |
URAEIESTAN 0 22 ZR 8 QT Hh & B0 -5 40 B 7 0 A
KM T6SS HiBhE AT, XA BT —2 T
T6SS X AT B J1 B sZ I, A B T i — PR 5%
4 B ) XAE P R 5

BRIt Z AN, 51K RE A7 ) 7K R B A
J K ARG EUR AE R R PXO99* & 2 A
T6SS %, H:rf T6SS-2 F B L5 FE N hep2 Wik
R B i 5 | S /K R R 25 1 R el 55, 16
T6SS T BE MBI 1% B 25 10k 55 1) 2 J 2
g1 & i BHAE 0 T AL e i iR 2R B IR T
(Ralstonia solanacearum)# Pk Rs-09-161 7 {755
TR ZE, 5 d WRZEEE 50%LU
., TAEFRERTE] Y T6SS Bit4e 58 A8 ki T h 7
IR ZE B LA R 37%7°), 568 T6SS &Rk
IR Wi B KA s T i, S
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i TR R 25 25 55 B A8 Bl (Xanthomonas  phaseoli
pv. manihotis)FE & CIO151 Hi 4 2 T6SS 4
FKIEH vgrG . clpV LA hep BRI 5828 BRI T
KRB Y, T6SS WK R MRAZ YL AR EHE
PREEFS R BT A A Iy , Wil T6SS ] LA
SRS L A AR A EE D S,
T DR A0 T M 15 4208 B B pk vh 20 15 i A 3]
BT A A B B S A Bk B0 AR (Pseudomonas
syringae pv. actinidiae)# ¥k M228 H1, T6SS X
R RR AR A B0 e ) AT (R EE Y, Y
M228 H T6SS HIRZ L RE SR RAR S, KRR
TWBE A AR AR . b RAE T6SS #
OHEA tssM F g5 Jo (2 B0 BR AR B A 2% 1 7
T BIREAR T 78.7%H 71.3%P. Hik, %tF
REZFEYIE AT 5, T6SS ik kAl LIER
BHANETEEERN, RENEE), X251
LASKXT T6SS AN IR —EL,
H—LERFTEL R TR TeSS HAE
AEIIS, 53— SRR AR A TeSS W g
T R AT A TR X 1 5 At A A0 B0 M Dy TR A 44 )
AE. XM Ih RETEA 2 20 T -5 M Y 1 T 5 4 1Y
(] Bt 3R 1 XA 1 S R B AR, DA {2
W5 R AT ACREDY . RAE 2007 4
Mattinen 4§ ff & Bl T6SS X 2B J&§ & [ 4T
(Pectobacterium atrosepticum)E ¥k SCRI1043 [
B AR Y, S O [ A R e — |
B T 8 B L R A e ) R RS S AN T, R i
RO T6SS 115 HEE A7 R YA Y J5t
AP RN % A B T6SS, T6SS #fl
FFEH vasK Fl vasH TEA 1= G D42 S H 280
R R ERR, HaX 2 iR k2R A 28 A8 Rl
Th P8 B R R R B 5 B A B TR AR L SR
FeH, BEH T6SS RYDREGI I IR T SCRI1043
a0, X — IR T AR 5 R AR TR Y 15
hEEARSEA K, SEAERME TeSS %

AR PR A T 22 1 A SV AL I B A R
et o e Y S U T S R T R B bR
SCRI1043 H' T6SS X% B 5|2 Hh 48 B 2R i s
WEAMBAER, X—&kBHET T6SS 7E/
S 40T 5 R 1) AR T R e

Zi bR, fERZHOLT T6eSS fEte¥
A B 5 A P 5 el R R B R AN T R Y
YER, (BFES R M AN B T6SS W) RE
WA, REF 2R B 4m7R T6SS 5
A0 R G 40 B 9 B 0 A O, R ) B Rk
T6SS 52 il 47 AH & 41 1 55 1 i ML 1 AR A5 2]
fERT o MEN— AW RS, T6SS MY
Ty AE 32 B2 h HLr 40 WA 500 B A A ) e T DR
FE, RFRATTA P pR AR A AR A DG A T
HId T6SS K Rln; 2 11 % A 2 A8 ) 1 3 4 M i
KEFHEER. 556, 4 T6SS M FHH M)
FRIE, 506 2R G0 AR 95 S AN A O P 1 5
M) -, P 2 20 e A S A o) JEL A A A A G 2 R
T VAR A PR B A R R )~ T S B
3.2 T6SS &2 Nu#& 44 4H X 4 &l AY & 49 #5 BR
T B B 3B w1

20 A AR P B R R AE 3R G A A A A
R W) (extracellular polymers, EPS)H [t & 7E
S T S SO ESR R P QAR 7/ - S N SR T ) )
SRR TR B RSN DNAPY, K284l
PR AE TG AE A I b, A W Ry 20 TR 1) A A
ALY A Wyl B T B3 B AN T i sh
(RS2, 20 B 1 AR R S 3 2 6 40 B 11932 3
AEMEUEER, Ml FIUR . ekt is
S0 240 TR R A /0N 4 i/ DU 2 41 ) 240 7R 14 32 30
PEPCT TE S R AN R RS R W] T6SS
55 1 Wk B R T B DA B A2 s P AR DGR ST, 4]
N LA B T P demF 3 (R B2 S8 A8 Wk 5 5 1k
U L B B A 50 A R A ) 2 T AR B
O AE BOR M K AR R R, iomF R ZRAE
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SEOXAEAE A Y S 0 W e R i A7 AR
Bl [RIRE, REIARSCAN T T6SS iz
B A2 B DR g R T P, AR R
138 G B T Ak GMI1000 A] LATEAE 9 18 TR e
B A Bk R SR AR AR 24 T6SS B0 A #5sB
SRACET, GMI1000 A= Y9 BOE B i i, Ui
tssB S AN IR R i FC B AR 4 I Y T
P, T6SS 7 T 7 15 H A R A AR Ak S50s 2 o
Pk M228 A=W pi B (4T st A rh 2 EE Y
VERIEY, Ypa A T6SS K #E I iZ% B W
PEE T B o AR T E AR T, 30 T 53.8%,
T Bl B2 2 A T6SS e IL [N tssM | tss] B 1%
B AR W) Bk S A TR e A AR R Ay ek b T
29.5%7#1 38.7%1. ULBH T6SS nl LIk T &1
I TR B 0 A8 P M22.8 A ) Bk I R T
Bz 4k, PHINE R B (Acidovorax citrulli)[F FR
xjl12BY 3l & B R T e & W Fh (Acidovorax
avenae subsp. Avenae)FEitk RS-252H1 T6SS S 4
SR BB B SR A AR D R AL,
A Y I T A B A R Rk 5 R
AR R AIARZE L, A RUAE LR B
PR TR HEAZ AP RS-2 H T6SS SCEEEED pppd |
clpB. icmF T hep GRS RR 132 hREF1 T B¢
T 37.5%-44.6%" . SR 1E 7 N6 R B B AR
Aac5 W T6SS M2 X2 B A= W B i T8 B = A=
PIVE AT, M E 58 A8 T N R 14 A R Aacs
H T6SS JHEIEN hep VA S tssM B, ZHEEY)
PR BT B 38 2 TP A R X e R e v
JE R B T AR xj112 H T6SS 4 3E A= My R IE il
IR IEAFAI R . R, T6SS TEAL IS I 41
A= W BB TR B Az s T R LA T A 1
Mo SRMTEA SEAE Y m 54 iE b T6SS Xf 4%
PRSI A R VR R, e D — SR e
JEAN B T6SS Xif A ) S (4 T2 A 20 S 7 HR 41
HVER
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AMAEAE R A0 R, FEAE AR 2
w T6SS 54 A= Y9k B TE i M iz 3l 2 [H]
W AFFERR R o 9L AR BRI B TR A% MFEOL H T6SS
WU BE tssC TR 2R S AR AR BT T L1 £ 1) i e
W TEFAE TR, JF H Y MFEOL 5 DA ZE B2 ik
WA B ) — R ORI MFPOS HhkE 55
B, MFPOS5 4= 98 B il it 52 B4 i T 2ssC
{14 Tkt 2K 5 735 Aok U 98 A 3o i il SR, X B
MFEO1 H' T6SS NMUE H B £ W4k I WL 1) 5%
Wi R 2, 3 AT LA 5 MFEOT L5537 it Hofth 41
B A BT Y BRikZ AN, FER A
JRANE T T6SS XA iz s Pk W Ar e B B 102
Wi, AR IR Hh 43 5 Hh A s 4 R e T YR B
AMATCE/RFERE R STM81S HfffE 2 &
T6SS (T6SS-b 1 T6SS-3), FjhZE%E T6SS-b i
R MIBNEE S TR 29%, 2 & T6SS #5828 It
Hizghae I N 21%, MR 5848 T6SS-3 MjXt
R A2 S RE S JCRE MO, U A AE IR B T
TR [C A R Bk STM815 H 1A T6SS-b 5111
Wz shRe )1, IF H A% 0z shig 1 A e
HEVE T,

ZELRTEN, T AR Y B AN P A SR A
A9 AN TR , T6SS # Al LA i A= Wy i 11 T
BUFE itk . RGBS RW] TeSS &R AR
Xof 240 A AE W e R T B EL AR I, {H R X

SR A ELOR ML R A . 7E S R BORTE K
AT I (avian pathogenic Escherichia coli, APEC)
H, T6SS Z5ME 1 IemF AYH R APEC
A W ok B kB, I Hiz T6SS RARIK S
HeLa 4 Hf A4 2B e 2 A 200 DR ol 00 4
RS T6SS Z IR HK & AT BB A 4 1 A
HRH I 2 A o, (LR I 2 7 TR RS
FE WA DG B IR R AT BB iE . 5341, T6SS Hh—
SEIE AT TOAt AT BB S SR AR IR T B, 5]
ISR RS R 7 VxeB IE [ 5 40 AR
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W R 477 A A % T6SS i [H] f  ik102
XWVFAT AXTE T6SS S8 A rp gL £ (1 £ 4y
0k PSR 5 11 2 PR AR 3 A R
3.3 T6SS MM E E1EY F I EE

WF5E R T6SS 7EHH ¥ A4 KA UE 1 (plant
growth promoting bacteria, PGPB)TEAE ) o (1) &
R R EENEMYT, PGPB &4
FEATAE Y, AT LA i B AR ) 97 43 3R U i
L4 0 2R 7K - B 3 /D 4% o D ARG A )
B AT 5 i ke 1 o 0 1100 38 oy 1k N U
PGPB A DL ZFp AL A A, fdn
B RN E LI L L AR R
NS Lucero SFAEAEAE N & BL—FhENS
EF T ERMEY), BB S R0s IR Eh R )
#5418 (Enterobacter sp. )@tk 14987 J49
HEA 134 T6SS 458 1,2 41~ T6SS FH G
M. J49 Hr, 4 T6SS L5 LA hep SR RABRT,
J49 FEAERRAR S A 4L 4L A A i ol 2 A AR
SN A E TR D T, S EE
S G bR an A= P I (T i . 2 P 2Lp
T2 A R 11 7= 2 /N I AR RO TR AR T6SS TRk
BRIAT 149 75 TRMEY) i SRR T B
ULRA T6SS Wiz T 78 & BH M) v i 1 7 HLA {12
HAER . S5, TE/NG IR & (Kosakonia sp.) Ik
KO348 ., %GB MR F113 i iigg 5] 724
MBS, FEiX 2 FhEEREH T6SS bl 58 AR i #5345
B FEAR S FE AR ) 3 R R R g5
A5, 7EER 4> PGPB R T6SS 1 LI HEH AR 4
NP AR ER A 5 . 5 AR R B, T6SS fIF-
A AT DA ] 20 B AE A AR R A a2 ZE Y. Shidore
Sk BAE [ A i 14 8 (Azoarcus sp.) TH bR
BH72 tfr, 44Eat B AUtk BH72 Fil T6SS %
A5 4% BHazo3888 4 il 12 Ye K F 4 1 1,
BHazo3888 & 1L H B 5 1) 78 7K e AR 38 2 7 R
71, 28 T6SS Bk v LU BHT72 FE/KFi A

TR, R, TEAS [ R AR S 4N R
T6SS X Hoag g ge J1 HA AR By, &84 b bk
rh IR O T A TR B, TS 43 TR R 0 e B
Sy U0 ) 240 T

BRI Z A0, 43 v B MR TR e vT DLFE R
YR E s . AR Rl e A T S RHE Y I S
GRMEY Z Bl AR SR, B T RME P AR
A K e AL, 18 Rl A T 3k i A ZUIE Y
i, A RUREAR 1 k2% 24 b 0 AR 28 PR 5 1 67 T
MU TeSS KN M AFAE T £ Fi LR 1A R
o, LGS A KR B 8 (Bradyrhizobium) . HH1E
2 AR TR T B (Mesorhizobium) . AR AR R T R
(Sinorhizobium)<5E"" 2] , W5 N 5L IN A T6SS
HE PR 588 AN 5 W AR R TR LR ) 2 T i 3
A B4R T s ) 3 A 55 4 U100 R T —
S5 FE 5 F 2019 48, Salinero-Lanzarote 554
F# ., Salinero-Lanzarote %F & ¥ 1F & R )&
(Rhizobium etli) &k Mim1 5 3T B 1) 52 SR I8
H T6SS Feik TR R [R5 1 A 7 R ok
FHEE, Mim1 H T6SS G544 5 K 58 42 5 7 A /Y
MR T, MR AR/ /N EF AP0 5 —2%
RE WKW TeSS FEMIE R 5 ZRHE Y A b
R R RCY S A, 18 AR R
(Bradyrhizobium sp.)# ¥k LmicA16 H T6SS t 1]
DI % R 5 O R P 1] i AP 2 ge s
T6SS 25 VerG i, 5HFA4 BB FRA L,
GEASKRE T R AR T D AR A T KCF i
EFARCY, [RlEY, 7E LmicAl6 B T6SS [ %
o R B — A D REAR FIME 3G L5 R ity 235 ) 35
RUEEF Tsbl, 7% tsh] BHiZ B R B H A T8 4E
B verG S8R Z IR AL AR AT o BRI 4t
Tsb1 A] BES&—FP RS T6SS HAE HEM2 A= H I8 i
HERHEY) Z B A RO, HIR T2
— B TAERBIE R A AR R TP I A
PRAERPY,

http://journals.im.ac.cn/actamicrocn



2584

WANG Jingyao et al. | Acta Microbiologica Sinica, 2023, 63(7)

L5 Bk, T6SS AN Hl Py AH O 20 T 7EAH
Wb i R FE AR I AF A AR R 2 FORTR] 52
M), AR TR S At TR s T LA AR R TR S
BHEY Z B LA EH . #EI T6SS XTHHE ¥4
O 2 T 7E AE W R Y A2 B RE T Y 52 T AT RE S
T6SS 731 B RN 2 A 6 AE YA G4 TR T6SS
3 AR BB P fioh 2 AR %) Jea 3 I A sz g ek B A
RITA R P A R o T6SS AR R JC ¥k 43 i
BN EE 1, ANl &Y B R B R N,
766 240 B RE A5 T Ut e 7 T R . 28R,
X HREARARE T6SS AN fay 41 il 4 T 7648 4 Hh 14 &
B KT T6SS i 2 I 7 4 v e i i X s
W] 6 368 2ok 0007 A 11 00 i A 0 ) S 87 0 S5
KeffRE. I, g% e — VR TAE Y IE Xt
A ) Je 8 B A S 1 HLAT 5 ) T6SS RN & 1
X TCEER & T6SS 8 S5 1) — A~ 1 528

4 HEHMKHEE TeSS 54£M
5% &

R — L R T 5 5 B
AT SO R — . B A4 2
AT LA 3 (L RE PR R 2 20

NI e i A 52T, e rhofe 2
JG3 A 2 6 MR B ol A W 22 T AR B T A K

=3 T6SS FTEEYFLATRIThAEE

R A = AR TR O S R R R
PN BSR4 BRI,
FAAG 25 S00AE A 700 R 6% 2 400 ) s L AT 14 [ T g
SR8 2 4 Al ) i e 5 A AR B 4
W ELEEA i i B 2R T6SS 1) 5 4%t T8
R AR T4 A B0 V20 A B A
VI 45 A0 AR S T6SS . A BRI , i T6SS
AR BT TR R 22 8 TR SR M pRT 91 A SR B
B, SOOGIR AR . PRI R g AR
X 1 HLJIEL A R A% 2k 22 R 0 o AR A
AR e E A AR B EE AR (3% 3),
4.1 HHEIEYDFEEAR

) 2 IR PO R 3 R A Ry — Bl s
YN, )% P 2 S A R P AR TR T AR AR
B R AE R R E N, JE, Khan %57E
A Ao B B S A M T bR LD-08 Al
ZRFEYRIFEE, JFH LD-08 MR LB
By bR 2 8 A Se R G et .
[ LD-08 REAEHE E A Ak, Xk . i
i =X . RKSFAE KA BEMRIEER,
T S 2% I ] o A1 o B T A (R R AR A R RAE W)
B 7 T A B R A & 0 H A B
WAEN T6SS MR MBI R, T6SS fEHAY)
BB R b R PR B SN o A B T TR P
VIH2 A[RH#i HIS-1 T6SS K %EE 11, Mk /K

Table 3 Function of T6SS in plant-associated bacterial biocontrol

Biocontrol Controlled Function of T6SS References
P. aeruginosa VIH2 R. solanacearum Inhibit pathogenic bacteria [117]

P. fluorescens MFEO1 P. atrosepticum Inhibit pathogenic bacteria [118]

P. fluorescens P29 Arp G. graminis var. tritici  Inhibit pathogenic bacteria [113]

P. putida KT2440 X. campestris Inhibit pathogenic bacteria [49]

P. taiwanensis CMS" X. oryzae pv. oryzae Competition iron [60]

P. chlororaphis subsp. D. discoideum Reduced predator feeding [13]

aureofaciens 30—84 T. thermophila
C. elegans

P. protegens CHAO P. brassicae

Increased predator stress

Induces significant changes in the insect gut microbiome [112]
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W [ AR PUE RS A K, 2R Y
HIS-I T6SS J# 15 5L ppKA 787 J5 VIH2 %t fifi B
R Wl R RS BUAE A A s et Rk,

TEH 245 PRI B VIH2 H T6SS AT i 1 122 1 %o A
VIR LA TR B 3 — & B Ry S A1 B B 1
HEYING TR AR T A S R OR
ant, P E WA —F & T6SS Ml
B T —— 5 ' Al ML TR E A ) i v ok AR
RIFFEEMVEN . JOCEAME R PR29Arp
o — T ELAG PR /IN M G 52 /N 2 4 i s I
H. 1 (Gaeumannomyces graminis var. tritici GGT)
Ry A " P PR9A A 4 4
SEREI) T6SS FLHFER 9 4 verG BN, %14 4 4>
T6SS AHICIEH clpV #E52 GGT YL 1) /N Az L
IFRIR R = TAEREARER, JF Hi% TeSS %
R 54 verG IR iEMZ GGT 1R
TRIRFE I S Kt Marchi ZE4E 0 PR29Arg
H T6SS TEIRYL GGT A/ Nz ML % oy 238 2 FH
T T6SS 7 Pf29Arg Xf GGT By Hil4E i b & %
EE, MAX —HENATE @S PR9Arg
T6SS LhREHLR AR RYEA Tk — B B uE!" Y, 5
A, AR B TR T Bk MFEO1 2w —%& T6SS,
JfH T6SS TEIZ XV 25 UWLAR B 4 T4 it 410 1
R A FEAE RN, filin MFEOT AT LA i 24
Jo§ R R AT B, HCPT A IR RUE e, R
T6SS T3 2 it 2L JE 1 [ P g 41 o R U

X —FR AL T6SS AR HE 5 AR 5 M v %o A
Wy L 240 AT AL, DA TR ] A 4 3 i
MR FE. 7oh, ERBEMRE ALY R
T AL AT — 5 M DTmk . % S B B
PRI A, R A LS At AR
K FR MDA RO AR T, T B B B R
KT2440 HHHSH 3 £ T6SS (K1-, K2-,

K3-T6SS), FHAKi K1-T6SS 7E 75 4 H ik
ZHANT, AR AR IR R

SBEARER KT2440 5585 il 358 o #If BT 2L ) 22
AU S U S e SR P v A SR STt a1 B
TP A A DA R W B 2 AR
[ {2 Gy R B s it R SR PE R B 2 AR, HLAR
B R RS T ) B Y S B AT Y £t ]
B Y B SR R S KT2440
At6ss [R5 YL JH B - e Bsp I R SR BT 5 5% Y
SR T BB TR 50 DU A2 A Y 9 S B AT B
R YR FEO Fr B RS, X s IR W R
A BRI T A 0 P R AP R R T B T SR R
0Nz ey s RV C R 1 (AT 2 IR E I .9/ K 7S
PR T T6SS, M BRI E 1 T6SS
ISP AE R H R BE I i S o U T

i BTR, HY A g5 R AT DA
T6SS 0 il #L)a Br AM BRT , X b A ) o S 4 T
FR) 41 0 1 FE AL - M 54 4 Ay 2 B T PR 4 A
M EE X2 —. FBRX U] T6SS XHE
VI & B AEAE DB TG L R TR D RE 1Y & HE R 20C
HLEMEM.
4.2 bEREIK

RS AE  UE a JE B AR PR O AR A A
&, TEEWIANZS 5B, A YIRIER
A BT b T B R U i n R A 22 A 5K
P UK B 1 LA N Rk A PRI, 497 G A e e B
MU TE SRR R 25 A 2 Pk ik —k
% (pyoverdine) f1 Sk 25 H (pyochelin), F| FiX
SO PR AR B G IAN R TR LR s R A
JL L DA 5 B0 A0 g A B JL A7 7 ke 2k B 5 o B A
HuFRAFEREO o kAR At SR AN B ) 35 A 1 2
Pl K e 2 Mg —Fh o 20 TR 3 o AR 2
IR G S R B -, DM7ESE i
R RAF A KA, R, 4078 S ik Ak
() R 7% L RE A 1A A 7 TR H A E A S
£V 1 B0 T A Ak CMST {8 S — b AT LUK i
T6SS 7Rk 24K pyoverdine 1) 5 2 A= B & 1K
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CMS" Al i@ 1 T6SS 431l pyoverdine 1l il 7K 75 &
BB AR R, MBI CMST 5K
e BRI TR A (IR R B rh 3R B 3R R, CMST Sl it
T6SS Bl pyoverdine 5 7K F ¥ B il 17 55 4+ PR35
Hhi D B AR 7RO R R TR ISR AR A A A T
R A R S BOL A K2 B R Y R R
B B 22 8 % 16 5 15 B 5w b TeSS *f T
pyoverdine W& TE Y, {H pyoverdine 43
WAL 2 5 SO0 A 11 2 BN I 2 AR T A R R
07 A TRt — 5
43 MEHEE

PR B T J 2 7T 3 T AR S T6SS sdid 2 Fif
AR 5 ARG A 5 AR R . R sh L
KB w RS B LURG SR AE BB Ia AR A .
e S R BRI TR ) 4 €8 I B (Pseudomonas
chlororaphis subsp. aureofaciens)#f 30-84 J2&
— P R AR R PR AR T, REAT RCE T T
PRI, LS 2 £ T6SS (T6SS-1 Fl
T6SS-2), X 2 & T6SS ZE/ DA —E Wil it ¥
X A 0 A T R 5 U RIS, 7E 30-84
AT —2 T6SS i a] LI HA R FER
0B 4 T A AR W v B I B L (Tetrahymena
&% W AN B (Dictyostelium
discoideum) VL B £ 240 TR B M 3010 75 T BFF 48
(Caenorhabditis elegans)i & 17 R = ,
BI7E 30-84 AI7E T6SS MY T SR & 1Y
VSRR A BEL I A B A A o L R
ZREHER BN TE B AP AR 30-84 1 T6SS
AOAT LA 2 TR -5 A AR B 20 T 19 5 4 3 7
ARG, T DR 2 WA B E1
WEL B RZ0E, INmfLsE Y A K
738k, AP RS R bR CHAO Al LIdE i 55—
TP 7 S BURHHE # B KA o G ORGP S T
# Pk CHAO A4RIFE 51 T8 w3 d——

thermophila)
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ML) W (Pieris brassicae)lii iy, T6SS fiE ik
CHAO 75 BRHH A7 5 4y H i 38 3 Az 20 R ) 58
FRARAFUL A, WS WO A 85 &)y o g T A
P ZEL L, R B AT T U A 85 4 e i 1Y
FE L AT R MR L], S B
FET-UH . 3T R & BLER T Hh (1 R A A G A0 TR
A U AE ) 3 dOF O Ui i AR A0
X 55 ALY AR 18 M I s
R R R Ry R T
T6SS 1F R —Fhag Sy sl an iy T gedk, Sk RSy
Al BRI T AR Ay A By T R B R A AR T RS
S22

gi Bk, MY R LA A5 T ——1R
NI AT T6SS X i & - AL dEE . 5
s It 210 TR B S R A L A A TR R A
AT R VL S I Bk i 1 TR A
BN AW BT IE B RCR o 33X L8 1] S 1 HR A T 4
TRV S A W )7 6 TR PR B A i S ) B R s, A
FE 2 B L 240 B A L B IR R g AR B &
AT REYE , DAk B BiCE RAEYI @ RS M B3k,
fEfO A E B HE R X,

5 k2

T6SS &) {2 A7 76 TR W Al S 40 B Hh i
BERLE, A R AN B A8 3 R A A
ffL . R AN AN A AN EREE Rl R 4% 2 R A
YT REN 18] T6SS T MY A 4 B 13
RE RN : N AR EIAES . N FAE
SR8 2 8] A AR EAE DL A SR
YPGB E Sy, REH
B4 Z A 5 0 W0 AH 2C 40 B 18] 5% 4 1)
T6SS S £ A 4 4 w108, H 3k B0 2K 1
A P2E R M A e s, FREXT BT
A AT RE A5 FURASE R AEAE S B 2F Lo
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Brisvml, &b B SLIREE . S Ak, XF T6SS
A S AE P AH OG0 T[] 5 4 (9 B 9T 2 AR AR ) 1K
SMNFRE, TERYIIRN T6SS & [REERT LIS 5
L A7 L O A4 1 () 5 4 I DR L s i A A 0
IR, A TFE—LoE . N T4
-5 R A 2 181 A ELAE 5 TET, T6SS Y 1)
Ae o L 2R . BEAT 15 — S 1 A0 D 200 B 75
T EEPY, A BRI D — S A e A R
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