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Abstract: Bacillus thuringiensis (Bt) strains, which can produce insecticidal crystal proteins, were
widely used as biological pesticides. In this paper, we comprehensively analyzed the distributions,
structures and putative biological functions of two-component transduction systems (TCS) from the
genomes of Bt strains YBT-1520, CT-43 and BMB171, which have been sequenced by our laboratory.
And more importantly, we constructed a preliminary TCS regulatory networks. This study should open
a novel research direction in Bt for the growth, metabolism, regulator of toxic gene expression, as well
as the formation mechanism of parasporal crystals.
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7 4 ZEAUFT i (Bacillus thuringiensis, Bt)&—
RITZAET L BAU R s S5 5mh 1
B2 RPN TR, MRS HEE TR 225, AT Bt 4
G3 R T4 A MG AL 87 ANWEFP ., FE4325 I, Bt HlEAR
ZF {0 FT 18 (B. cereus, Bc) Ml JH ZF 4 4T /& (B. an-
thracis, Ba)&5 — i I b U R 2F 9 4T 1 #F (B. cereus
group)., Bt X%|T Ba Ml Bc () FEEHHEZ: Bt fE92
BCEF AR AT, 7E DR AR P Y — i 550 i BB TP A 1 A4
2 . ThRZA s JURREE H (Insecticidal crystal
proteins, ICPs)41 i 4t i &M, I Bt s 4y 215 5]
[¥) ICPs J:[H 5 68 K2 530 W22, Beoh, A 2er bk
i RE 7 AR B SR I R U2 M (Vegetative  insecticidal
protein, Vip). JL T J& [ (Chitinase) UL M 75 = 4 &
(Thuringiesin) &5 4% HUEE T3 3o Bt X1 JBegh# 1
9 NH(EIEBEHEE . XU B R H SR R
R), LW T SEYZ R, WIS AR
AT T AR E RS, KA e R DL R g A
R SRR A

5 R RGN | R NAME SO
TEARWT AL A A LA B RS0 A K
WESHSREETER 4 K, uifahtEAx
&, ¥i o: o N, Ser/Thr & {13 A1 XU o015 5 7%
5 &% (Two-component signal transduction system,
TCS)™, o XA 5 F 4 S A0 T e L A 1 515
R4, WA TCS 4l &M ¥ (Histidine kinase,
HK) Fl 1 % 18 5 25 1 (Response regulator, RR)#H
IR, HK 3 s SR A S B A 5 o T L 1 £
326 B 2R AR Y RR A& M, S 1Y RR #E— 202
52 ik 20, TCS Y 20 5 40 4 2 K 2%k
AR, AR ARK. EORA M. B,
BiEE . FMOE R, A E IR U, W
R =LA, DLOR R R 5 ). A
IR A JER I 45 S50 AR DG A

AT, XT8ARZFRFTRER TCS A HED,
HFEEPESURE D . ASCRALEWE BT
e, X HARE TR A FAN TN Bt K
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YBT-1520.CT-43 il BMB171 f) TCS #4745 FLh
Berdr, FEE— T Bt i TCS 5 55 SR %,
BTEARAMSE Bt (A AR LL S8 i 3R
KGR, A T Bt AR AR B T 4R o AR
BT T 5 7 1] o

1 MRS

1.1 FHIKIE
YBT-1520(F: /A 7). BMB171 (GenBank acces-

sion NC_014171.1)®1F1 CT-43 (CP001907.1)fy 4> %
IR 4 7y 471 25 1t A 22 03 52 i, B. cereus strains ATCC
14579 (NC_004722.1). B. anthracis strains
Ames (AE016879.1)Fl B. subtilis 168 (NC_000964) 4>
A2 F %1 ok 3 GenBank  (www.nchi.nih.gov/ge-
nomes/Bacteria/)
1.2 HKs # RRs il R &4 5T EE 5 47

e, FIH Pfam th HKs 1 RRs Ay {4 57 45
¥ HATPase_c (Pfam02518)#l1 Response_reg
(Pfam00072) 7t - iR A< 3 Ak 1Y 42 5 K 41 e 91 v 48 5
Al HEM HKs F1 RRs, #& )52 NCBI ) BLASTp &
AT T TR 458 HATPase ¢ 401
T HKs i) C-oRK %, HATPase_c (9 [ iif B — Ak uk
W PR Tk 45 #4358 DHp, RRs 19 N-A st il 5 2 A B R 5%
1R 25K 1, REC, Response_reg 45 #3({ T RRs iy C-
Rt S I AE R R | TMHMM  Server v,
2.0 (http://www.cbs.dtu.dk/servicess/TMHMM-2.0/) i
FIHU, fef5 2% Pfam il NCBI W SF 45443800
B P AR A SCERARIE, X545 HKs AT RRs Y
DIRESEAT T, 7F b EEah A Bt 19 TCS {5 544
F 4

2 AR50

21 HoeFHEAENAEARRZNSHN
FI AR ST 454 45, HATPase_c (Pfam02518) il

Response_reg (Pfam00072)%} YBT-1520, CT-43 Al
BMB171 3 BRI TCS HEAT 14T, [AlMmf 5 IR 25



[ISCENE PN

TAFFRISUA G R 55 T RGN EDFE B0 Hr 1387

FFEAER B. cereus strains ATCC 14579, B. an-
thracis strains Ames [ TCS #47 k3%, F:LA B. sub-
tilis 168 FHRIE NS % . 450 KW, 78 YBT-1520,
CT-43 il BMB171 1, HKs F1 RRs 435Il 5z 50 />l
40 4>, Hi s xtHy TCS (HK-RR)7E 35-40 Xif 22 [i],
L HKs F1 RRs 433124 15-16 Fll 6-8 1>, Z4 254
) TCS (Hybrid)>h 2-34~(3& 1), Bty TCSHH 5
Ba Fll Bc WA K, (HI R 2T Bs Hitk,

% 1 Bacillus cereus group #A Bacillus subtilis 5 XX 2H
SHIEE

Table 1 The number of TCS in Bacillus cereus group and
Bacillus subtilis genomes

EL7S . Orphans Orphans
HK-RR  Hybrid

Strains y HK RR
B. subtilis 168 29 0 6 6
B. cereus ATCC 14579 37 2 14 7
B. anthracis strains
Ames 36 1 10 10
B. thuringiensis
YBT-1520 %5 8 15 8
B. thuringiensis CT-43 40 2 15 6
B. thuringiensis
BMB171 36 2 16 8

22 AEEFMHEHKs WEMBERRESE

S Bt 19 HKs J5, &Ai1i#E—24H TMHMM
Server v. 2.0, Pfam. SMART #il NCBI £ 54 & #: 17
S AT (B 1) MR E) HK il B A
HATPase_c il HisKA/DHp %5494, HATPase_c %
s TN, S 4 NMESFRY N DL F Al
G-Box™M ™2 2 41 R I B 19 i AL 25 HY B, E AR
TR ATP [ IR L P 6 B 2 41 2% I+ . HisKA/DHp
JEWERRZ R, X A — RS B R
ML H-box, ERE A B #EIRIL

KZE HKs 1Y N-A i HA %255 015 54
AL (Input), WNESHEIX, GAF. HAMP. PAS 45
ZERIR . HAMP Z5#3k £ 2477 T5 ATP 45 5 &
B, AN R EAEE . PR R . R R
FI5E, I 225 R 3 ) 32 2L ) e B AN 0 15 51
BB M P B, PAS S5 B S SRR F R
N, ATEEG 2RI 2T 2 | BRI, AT
M AR R L S GAR g U/
ST AENE, FESARNEITR, W
cGMP ., cAMP 25061

T Ty -

i AT

1 Bacillus thuringiensis # £H & B4 i3 B AY £ Z 45 #3
Fig. 1 Main domains of histidine kinases of Bacillus thuringiensis
Note: Black vertical bars represent putative transmembrane helices (from 0-10), other domains are indicated by different labeled symbols.
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M HE LR B A5 5 R IEAN ], HKs 43 3250 g
AMES BN HK, BEAFE 5 B HK, M55 8
HK.7E 3 ¥k Bt B, LUEN MM 5 i 4 2 e i il
%%, U YBT-1520 #1 BMB171 #4 28 />, 1% 2 HKs
T 2 4> N-A bt 25 5 DX 2 FLAh A5 55 i A 254 3ok
JEAZ IAME 5, TR WORD B A8 3R 450, 91
A2 WANIRER YR A NarX, FrigiRikny CitA,
LR B AT B RR LR Y PhoR %5, JEAE SRR Y HKs
TEZEH BT A C RS, %28 HKs —fiil 2-20
AR X B AR, HLRN A5 5t 22k B B SR
R, Bl ke . BEE . BFmESE, K
o 5 AR AR S M 5L TCS J8 Ti%3% HKs., 78
FATIF Y 3 Bk, W5 5B HKs 4 13-15
Ao 3MRE TN AE SRR ) HKs 78 12-14 42 ],
AT PN B T . 40 B R IS 5 2 1 DL R AT R
(/N> F, W Hy 0,55,

23 AEEFMAE RRs EHIBAERRESE

RRs 7E N-AR i HA — RS BB IR 32 (A 25 1 1
(REC), &A1 —MRASFIRAAMILIL(Asp, D), N
Bz WAL A s T K 2% RRs (Y C-A 35 & 47 i
45 F S8 (Output), X4 I — M B A RSP Y45 &
DNA 1 HTH &7, Bk, 2% RRs 7 45 5% H+
P T AR DG BE R 5%, /D BO a2 3 F A BLAE T T A
ST IIEEM, RIE RRs i X p 25 5, AT
JPY 3 BT Y RRs 7] 43 NarL, SpoA. RsbhU.
CheV .RsbU.LytR.OmpR. YcbB.CheY unclassified
V%, Bt # ) RRs F% & OmpR W%, ¥k
&L RRs 1 60%LL I~ (£ 2). OmpR WK% & HAre
MBFFTER ERZN—RNERTEA, 561
FR IR E - f - 1R e A DNA 255 357 .

R2 NEFAVEAMNIRESEREGHENE
WHER

Table 2 The subfamilies and domains of response
regulators of Bacillus thuringiensis

Sujbzfa%‘rznﬁ%ies YBT-1520 CT-43 BMB171 Domain
CheV 1 1 1 1 CheWw, 1 REC
CheY 2 0 2 1 REC
LytTR 2 2 2  1REC,1LytTR
NarL 5 6 6 1REC,HTH_LUXR
OmpR 25 29 27 1REC,Trans_reg_C
SpoOA 1 1 1 1 REC, 1 Spo0A_C
RsbhU 1 1 1 1 REC, 1 SpollE

24 AoEFEFE TCS BTN EETN

HAy, K45 TCS MIIREIRAERBAMG, [UH
#43 TCS 1Y) RRAS 21 [ BH . 1M 2FF4F 5 b TCS 193
REAIF 9T 3 2 4R v 70 R 2 FAT T D B0 )T, B
WA TCS 184 Dl o FoATT =2 A 3 40 [R)
3T 57 O SCERIRGE (9 BER ZE AT B RE L Al
ZEAFF R DL R AL i TCS Disg, Bl Bt
W TCS Thfg. WA, A A Bioedit 4K {4 Xt
YBT-1520, CT-43, BMB171 3 ¥k & H1# TCS [H] I
FERTE LK F# T, % 3 & 3 Bk Bt i
P DI RE T 45 5 . A% HK/RR X Iz Y 07
SRR N S PR B A g5, Rl —4T7 R TCS ¥42
[) 5 AL, L 1 1) AH 8144 >90%; T 41 LE X 1Y
S5 LL 3 BRTE h Z HE MR KT id% (Identities)f/IMiY
hy e

M SRR, Bt WA 24 TCS 52 A
Y DiGe TCS AL, 3285 S 4 BE & A (40
YycGF). HiERHikE(n VanSR. YvcQP), #hATE

%= 3 YBT-1520. CT-43. BMB171 3 ¥k & HBJ TCS [EiR bk % F0Th &€ 7 )

Table 3 The homology comparison and function prediction of TCS of YBT-1520, CT-43 and BMB171 strains

TCS YBT-1520 CT43 BMB171 J7 3 et Ty fig

No. HK/RR HK/RR HK/RR id%HK/id%RR Function prediction
01 302/301 2481247 245/247 VanSR, 38/50, Ef VA& SN
02 315/316 254/255 YcbML, 33/46, Bs Eiil i
03 480/481 479/480 YufLM, 31/42, BI SRR

04 558/557 494/493 493/492 A

05 498/499 759/760" DCtSR, 34/49, Bs DU B — B2 R A2 i
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TCS YBT-1520 CT43 BMB171 JF 51 X Ty e
No. HK/RR HK/RR HK/RR id%HK/id%RR Function prediction
06 573/574 506/507 507/508 RHN

07 571/572 570/571 KA

08 951/952 879/880 818/819 CitST, 48/60, Bs Ty A R ] 4
09 1180/1 182 1 053/1 054 984/985 YvrGH, 38/57, Bs 2 4 L A
10 1 431/1 430 1 232/1 230 1 145/1 144 KA

1 1570/1 572 1 368/1 369 1274/1 275 LiaSR, 40/60, Sp 2 Jf BE = )
12 1 610/1 609 1 405/1 404 1311/1 310 ResDE, 55/80, Bl kit 5
13 1766/1 765 1 476/1 475 CheAY, 44/68, Bs =R AR
14 1873/1 872 1 668/1 667 1599/1 598 KA

15 1 884/1 885 1677/1 678 1 609/1 610 KA

16 1733/1 732 VanSR, 40/51, Bc DA% 7N
17 2 020/2 019 1911/1 910 1743/1 742 KA

18 2 035/2 034 1929/1 928 1 760/1 759 KA

19 2 339/2 340 2180/2 181 1993/1 994 YdfHI, 25/36, Bl 4 Jf R 1 T B
20 2 422/2 423 2 827/2 826 GInKL, 58/62, Bl AR TR AR IS i
21 2 531/2 534 2 483/2 484 2 257/2 258 KA

22 2 587/2 584 2 528/2 527 2 301/2 300 YxdJK, 42/55, Ba BUIA K

23 2 707/2 706 ARA

24 2 643/2 644 2 856/2 857 2 567/2 568 KA

25 3 045/3 046 KA

26 3149/3 148 RA

27 3 158/3 159 ARA

28 3089/3 091 3186/3 187 2912/2 913 KA

29 4 495/4 496 4 453/4 454 4101/4 102 YvcQP, 36/60, Bs EiWAEE IR ¢
30 4 585/4 586 4 557/4 558 4182/4 183 YcbML, 51/66, Bs HTH 2 A
31 4 636/4 637 4 607/4 608 4 231/4 232 PhoPR, 52/75, BI Tl R e 075 14
32 472414 723 4 692/4 691 4 308/4 307 KA

33 4 867/4 868 4 838/4 839 4 445/4 446 RHN

34 4 888/4 887 4 859/4 858 4 475/4 474 YxdJK, 42/56, Bc NN

35 4 905/4 906 4 874/4 875 4 488/4 489 VanSRM, 70/78, Ef FREHUE
36 5 139/5 138 5 903/5 902 4 643/4 642 VanSRB, 31/40, Ef; fREHTE R
37 5 173/5 174 ComPA, 30/46, Bs AR B0
38 5 391/5 392 5 294/5 295 4 855/4 856 CssSR, 27/37, Bs ST
39 5 489/5 488 5 393/5 392 4 949/4 948 DesKR, 39/60, Bl & N

40 5 549/5 550 5 452/5 451 5 006/5 005 YhcZY, 52/60, Bs; 2t i BE
41 5 578/5 579 5 483/5 482 5 036/5 035 LytST, 60/63, Bs; SRS Sy
42 5 606/5 607 5 506/5 507 5 065/5 066 YycGF, 56/80, Bs; 0B EES K

Note: Species name abbreviations: Bl: B. licheniformis; Bs: B. subtilis; Ef: Enterococcus faecalis; Sp: Streptococcus pyogenes; Bc: B. cereus;
Ba: B. anthracis. id%HK/id%RR represents HK identities/ RR identities. Column 2—4 contains the codes referring to the number of HKs and
RRs in three strains of B. thuringiensis, respectively. There is no homolog between CT-43 498/499 and BMB171 759/760.
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J1(an YhezY) . AN (40 ComPA) . {5
iz B (40 CitST. DctSR. GInKL) . & il 1% % (a0
PhoPR) . %A fLifJ5 (41 ResDE)%:, T 7 SCHkRIA,
YycGF a5 4 TR 1 [ 15 25 40 BfLRE 5 i 35 R D SR
RUEMEM . YYcGFHIK i F— N7, AT
2 T A ZR A SE I AL GST pull-down 45 5% B, YycG
5 YycH # Yycl Bjfg k=M T AR, YycGF 7E Bt
rh IR Y D BB AE S — 20 5 T (B R R 3R) -

MWAHTEs A, Bt FHh Y TCS MRZETIREAR A,
EATHE Bt W& TR T Dy Re (A — D RS . FEIE
ERIEFE IR BB, ASTR RS A 2 [ A TE A5 5 58
IR (Cross-talk) . 7EBE % B H, PR £h Wk 52 A8 10 ) 34
PhoPR, J#i# 1 PhoP(RR)JH 45 Pho 75 5~ AH B A

Phosphate starvatlon
LytS
l

AT R 35 R A ™= 6 1 RIS, PhoP i i 45
AfSRS ()35, T AfsRS W2 I8 IR A =41 &
i TCSUE, Bt B f i A A e 2R L 5 i A2
Wg? b TR~ TCS ZIMIAE Ze i X R, AT
— AT Bt R TCS W45 M4
25 HoEFEATE TCS WiAEML%E
FATHE5E X Bt TCS THRETM A KL hth |-, 254
C A7 BISCHkS B, Kzt Bt th k43 TCS Ay i 45 k4
2 (# 2)o LI AER ), TCS ) HKs Fil RRs
TERAENRERS, A —Xt %, 23 —"MF 53R
KR, WAL TCS Py M4, Mt &
ACHb T 240 B P A0 ) £ RS 5 BV e R . A G Y
WUE TAE RS AT

glnR/glnA/gInll/amtB

LytT «<— IyIST  phoR :
liaSR
7\ phoPR_ DetR— DetS YufM— yufL -~
N &

W
™ PhoP Lia$ YxjL
AP v MaeN  yam- vdf | |
& detP / \ LiaR YxjM
citST ’ R
N i /\ tbsSRKDACB  ydfy 3
cir> “ y

| DesK— DesR—— yviUT

CitS T

Y

yheYZ

des «—YviU— YvIT |
_ Low temperature YheZ YheY o— cGMP
Secretion stress

\ CssS — CssR— K yhdA /
¥

htrA
L
yocH <— YkoG

Y Respiratory chain

ResD — ResE
A\l
Yell — yelK
# glsA-gInT

* ykeC

YvrG — YvrH

I
t { ;
\ YkoH T } GlnL— GInK
YyeG — YycF »\

v

YcbM — yebL DegU— DegS

el
ComKk t
DegQ » degSU

4

ComA —ComP #—ComX

2 BoEHFHFE TCS BiFE ML
Fig. 2 TCS Regulatory network in Bacillus thuringiensis
Note: The arrows and T-formed lines show positive and negative transcriptional regulation, respectively. Pink letters indicate environmental
stimulus. The red and black letters represent HKs and RRs, respectively. Circles represent genes induced under anaerobic conditions. Blue
represent genes involved in TCS, Green represent proteins involved in TCS.
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— 7, 14~ HK AT LU# 24~ RRs & EBEIR 1L, 1
A~ RR o] 8 24> HKs BEfR L. i, {MZEARIAT
PR 4 A5 5 8 i o7 6 T DA H TCS IR I 45 11 52
Zebk: TEELE ST, ResD 55 YUK AUZH My 1 3
kU YsfCD (5 Z BERR AALEE A ) Bl YebML |
YelIK TEHHE, [FIR4 DegSU, GInKL i 45 2%,
DegSU 2% DegS [ H 4%, 1 DegS X # ComPA
EE R 5, TR — A HE T g £
TCS W#, 1 1 X TCS AT LA 2 Fh A= BTG 5
i, 46 T B = R W2 & I 80 IR B B DetSR .
YufLM F1 CitST £ TCS I 4%, DctSR i iif DU f —
BB AL (E TR IR LY, BE IR £8) 5% 18 2 K 14 4 1)
FH detP (9723528 YufLM 98 45 5 5 1% 19 55 35 2%
& MaeN 33524 CitST ¥ CitM (b fia 11 44
18 8 )i s fE(R IR, DeskR ] i ¥ £
A FERE9FEIE, WIEPEE des 10 1 (I8 By IR =10
fitg) 1 YVIUT BUEH 3o 78 2 AT BRI H 0 E50A 30 1)
o B AR M B R, — R A0 2 (HKs, Bt
PR ZE TR B A HOB AL 10 AN)iE ad B R 45 71 1% i
i SpoOA(RR)®E R 1, BEFER{L) SpoOA W] =%
ik 500 ANFEPR AR TR, H B 4 A 2 R s B
120 4~
3 Wi

Bt & Huit A b i k. B &)™, 5k
R TE A MAEY A ERR] . FE, Bt @ 2 E
B R AR W ) R R R R, R B
Fi—RHANVARAMIEFECE 110 MY bk
ik, IEEantt, AMTE M AERIE N 2 Fh 25
A P i e 2 T BT TR BT R ) R B Y
Bt Btk o

Bt Wtk ZFEVES e T Bt W TCS B2
Bt &Y TCS Ja#= M 45 R H A e iy (B 2), X$7m
TCSTE Bt A H G sh ¥ L B v L 55 B 04
MIIRE . TEAZE H 340 B 58 4 5 20 Iy /Y
YBT-1520. CT-43 fil BMB171 3 1 HikkH, 5 TCS
HRMFLFBHYZE 100 MEA(F 1), WE L,
F2MEIMMLIAEN, 78 3k Bt @d, RE K5

TCS EEMM, BWAFAE—EMER, AFZER
FRAF SO Bdn, 1733/1732 ., 3045/3046 , 3149/3148 .
3158/3159 F1 5173/5174 X JLX} TCS HAFTET CT-43
bk, 1M YcbML 7£7E T YBT-1520 #l BMB171 F#k,
CT-43 R ARG (£ 3). X LZE R K TCS J& il K
P B PR R4 (Horizontal gene transfer, HGT) A4 )7 20 7F
AN TRV BR Bk T3 2 A ] T A ) 547 A% 36 B2 A 1 AR 4 Y
IEHE ., O A SCHRIRGE CheAY =845 40 1 1y a1k
238 i TCS Y CT-43 AR = #i
R, CT-43 BA % JC I E 1) R AR 6 5 Bk % %
TCS HIZMHXCTLEIRATHISER, A IR TAE
EFE#ATH

W AW B T IR s A M e SR E B, R
TR T Bt AT TCS WML, N a2k 40
TCS P45 M 45 1 22 1 A1 S 30 07 Z8 iRt 1 2
) BRI AR A I T o AR = 0F 76 FF R RORUARE 119 423
TCS ZI[al {2 1 A BAR AR OC R 5T, JEM
I SNV R FEAS [FAE 5 R 254 R 45 TCS [y
RGOS R, 2B BT TCS 76 Bt i AR B AR &
P e R0 TR R AR A6 A AR TR G 2 v R R P ML

2 % X Wk
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