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Abstract Promoters are the most fundamental elements responsible for regulating transcription initiation and are essential for the sur-
vival and adaptation of prokaryotes. An in-depth study of the prokaryotic promoters helps to understand the regulatory mechanism of
gene expression, which is conducive to constructing intelligent and efficient engineering strains and then helps to improve the produc-
tion of important metabolites, which is of great significance to the fields of synthetic biology and metabolic engineering. In recent years,
with the continuous accumulation of research results on prokaryotic promoters, a large number of promoter sequences have been cloned,
characterized as well as modified, and attempted to be used in production practice. This article introduces the structure and types of
prokaryotic promoters and elaborates on the methods of promoter prediction, structural analysis, functional identification, and develop-
ment and application. Finally, it prospects research in this field, intending to provide ideas for screening and identifying new proka-
ryotic promoters, improving efficient expression of target genes, and optimizing metabolic pathways.

Keywords Prokaryotes; Promoters; Screening; Functional identification; Promoter modification
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2023) , TEE ARl LRI SE ( Zhang et al., 2023b) |
Tl A B (Huo et al., 2023) | Ay E %
R A= 77 (Pan et al., 2022) 2545 5} 5 47 8 22

HAET, AR AEY G 3 7 E 2L TE
Ja SR TR A AT . DIRE IS UE . 45 4 BT LA K I

E1

K BEHAEPASTT I (1) o ARSCERIR T %S F
FEHERE , HAR N AL HE 5 A% A ) 08 31 B kg
R JEARZAE R B BB o B L R A B B
TS A A RERRALE | JEA% LW R B Y o
R T RBIL o foeJe Xt IR AR W 8 3 5 S it 47
JER LUV HI R T iR S %

EZEY R FRRANEZNETNAE

Figure 1 The main content and methods of research on prokaryotic promoter

1 REYMEIH TSN

VA% AR W I 21 38 A T e St 46 437 A (tran-
scription start site, TSS) [if, 17 3 K % 56 I By
I AR, RIUAHXS T TSS 9 -10 X H1-35
DX, P DX 2 [8] 4 I B ) 51 DA B TSS L= il 4 < 7 51
(K 2), Hrh-10 X FI-35 KA S 3h T 0 %
51, eAh, R FF & ( Escherichia coli) (Lu et al,

2023) | AhFEZEFEAT B ( Bacillus subtilis) (Jacob et al.,
2022) . X & K W ( Gordonia) ( Jaishankar et al,
2021) FIZEERZL AN T ( Rhodobacter sphaeroides) ( Hen-
ry et al, 2021) R LL R 3 7 IR fFAEY - 10
X, FEFe Rl i, BTl -35 IXAI-10 X
Z 1] () ] B PP A B DA R A7 Jé =10 X R R BB S el Js
HFITEPE, A% 5 3 17 5102 5 oR T e 1Y i ik
ALERY
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Figure 2 Conserved core sequences of common promoters from prokaryotes

TEH 22 [UBIER T, NS 37 %O e 5 RS
PR, WRIAFFR R 2805 3119 -10 X731
4 TATAAT, =35 [XJF512 TTGACA (Liu et al, 2004;
Deng et al, 2018; Zhao et al., 2018; Li et al., 2022),
SR, TEAL Y FLAT T ( Lactobacillus plantarum) ( Mc-
Cracken et al, 2000; Spangler et al., 2022) FIZF SR Fs
RFT 5 ( Corynebacterium glutamicum ) ( Pétek et al.,
1996; Liu et al., 2020b; Huang et al., 2021b) %454 %

FAPE B b, R TR S 3 7 B9 B0 7 81 R 1 1 8 2
(B13) , ek M2 s E 2R R AR JEAZ A Y h
o WFHGIFPAI R IEAR T, o P72 RNAP Y%
BN T, 5 RNAP ORI AR, JE M RNAP 4
fitg, WIPIRRE RIS, SRR E G YRR T IX
I (Paget and Helmann, 2003; Feklistov et al, 2014)
XAFE T A FMAE Y Z A LS 3 Joikia ], 5
B REIHORIFE R B 25

JR BT LU IR Sl s i 2 DR SR T (HERMA ) BEA T A 44, BRI LA 50 P 20 . WA 3 (L 2 IR RN 145 FY S D e
FRSTICHP,,”, JA A BRI SR R e S 1R B TR P, o SRS T RO R A RS R R R T 80% 14 Bl
TAEMA B BB R, /NG PRI HE 409 895 3 TR0 B R BRI RHTR
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Promoters are named after the gene and/or operon (in italics) that they initiate transcribe, preceded by the letter

"P". For example, the promoter that initiates the transcription of the structure gene of tryptophan operon is named as

"P,,", and the promoter that initiates the transcription of the glutamate dehydrogenase gene is named as " P, ".

™

Capital letters in the core sequence of the promoter represent nucleotides present at the position in over 80% of pro-

moters, while lowercase letters represent nucleotides present at the position in over 40% of promoters.

B3 3MEEZRREVHEIFRTFI

Figure 3 Conserved sequence of promoters from three important organisms

2 FEREMEHTFHSE

IR R RIARIE, A A S 3l Lo i
ZH,

2.1 EFEFRKEHNHE

ARG 5 S R 408 AN TR, DA AR )R 3 1
I /S /= ol B G S 9140 = ol B 1 = v A 8
KRB RS T5 o W TE5GHRETI AR, — Bl
OUT, SRS BRI A5 B S 2l TR R D Y
Rk, s IE 31 id T 5 A T IR g i AR
ek, B TR 2 4 e AR (e S AR
i R AR R AR T O R R 1 Rk, B
M3 m o — 43 AR R A h B BE R Rk i, AR
R 200 i A A 3 ) BT

2.2 ETERAXBZE

WRAEAEHIIT AR, J5 3120 8 s 8L S 3h
T BRAES T A RIKEURL S 3h T L AR
RR T,

H B S 2 18 45 B DR Y Rk K LL B E
WE T REEEASYR &, BSOS BEY)
S OCHE D R IE 0 Li 4 (2023d) R & 4
ZEHIFT R ( Bacillus thuringiensis) BMB171 H [% 21 i,
MR EF P, SCELT Vip3Aa A% BUR Y B RUE 7=,
Kong 45 (2019) ] 2 A4 B I 81 Sk R 17 W8 #h e
BREA ( Streptococcus thermophilus ) f8 722 B ( extracellu-
lar polysaccharides, EPS) A= #) & hl 3 A % o O B Jk
epsA Fl epsE WIFRIXAE, #7551 EPS =&, It
b, RAE R4 00 20 R I 3 R AR S ) I H
g 3 o 55 0 % BRS 2h 7, 0 B R AT I
(Acetobacter pasteurianus ) Jii 31 ¥ P, ( Gao et al,
2022) . ZWrkE R ( Listeria monocytogenes) BREAE
)1 (highly expressed Listeria promoter, P, ) (Ma et
al.,, 2021) DL X558 T ( Streptomyces ) JA BN P i,
Poo. M P, (Guo et al,, 2023) %5 41 pL 0 3 8 T

AT TS AR, (R 2B 3 5 gl 1, X LA il 42
FE R IR, OIS TR IR A A A
[, FEAQHHE B, ISR A 1Y L R RR A 2
ik, Hitt, 7RG TR R E ] — L85 5 3 1ok
VA 2 LAY

PR BA 373 3l T iR R R SR B ) 2
FIRIRZ . 175 008 A AR W A S0 (AR | Ot
TRANG B R4S ) Ffb 5 5 0 (ks ER I, AR
WY, SJRE T pH M RIAETIAE) o 54
AL, 175 RUR 31 N REHL R R BRIk
AR AN IR AR H BT AR AR AR e T A
(Toh et al., 2023) . 44K, 5 AR B U AF7E— L
BRBE A0 IO 1 355 S RN A B B X A P AR
WA TT B ANE TS e s AR A
I, S8R 2 A Tolk A B AR e ke £

AR 2 F 298 Y WA A K 25— R
W Be i ] JR gl B R A 1Y A 3, RN TR I AT 75
S, AN Yang 45 (2017 ) FAG R 2ZF AT R Y 3 44
KAKIIL S BT Py s Poove P, 43 B SEHL T HR G
£ 25 P il R PE 22 2R e LW S TR 2R e 1l 1) 1 7K T 3R
K, Su 55 (2023 ) FI FHAG B2 AAT T 04 A A AR AL S
BT P, HTREUERLETE & T [ 5 V8 ik
ARG, RIETAAE R AR R AR AR, DARRAR
S A0 8 B R O AR AR i AR R A A 2R
fit 38 o X LRFFE R IR T B 58 35 0 I 21 R 45
M (H H R X 28 3hF oY E AR
TR B ZEAAT I ( Kang et al., 2020; Zhu et al., 2022)
FIRIAFF ( Wang et al., 2022) H1, 7EHAB A Y)
TR A B B D

HPESAUR 3702 — 25 o PR JF ik ih i
P | WO R A5 R B B I 38 A O A R 8
MR ¥, HETHGE R BB S8R 3 7 K2k
TRIBIE, WRhT P, (Liet al, 2023a) . HAT
RUE 25A F T REAR B AR 3 Tl 7 1 A
U2 T R o 3 2 3k 5 | 1 A3 % A8 1) A RUOOR
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W, fERAR A5 RS gl P PR S O
32 BRI

3 REZEMR T RIS T

JA BT AT IR 4 R AT | B E 4
e PRVl 3 i 100 SR DX I LA R A A 35 9 425 ) 4
AEEE L, HETHTRI T ARSI LA

3.1 ETEHFHEMRENSEYERFERITM
53 Hr

U P JEAZ AR ) 3l S AN BR T OGBS Y 1Y
437 (Huerta and Collado-Vides, 2003) , {H 1 THEA
SR MG AR EZ S5 sh T 00 R
o PR D AR A W) — DNA JR8)Je 5 4 )G 3h
T, W5 N AR YE A% AR W ) s 7 I g5k fa
PERIGE (5 B S BLARAE T & T 2R A s i A%
VRS TH,

KB A% A Y 2 HA IR e 1k | il
AV AT 25 MRS RRAE e oy 3 R IE R 2 IS
Bl DNA WUk 5 H 5 30 7 508 E P 22 57, Kan-
here FlI Bansal (2005 ) & b4 Hy 1 —Fh o0l )5 A% A= 9
AT, I IR B AF B (227 1) |
Fi R 2R AT I (89 ™) AR Z MR 3 IR FF 147 (28 4>)
MR T 40, HRAE DNA 53 4 s 42 3R AiF 751
WG B+ 1 SCER LB AEE 2 40 Chen 45 (2020) 2
TR 801 R [F 454 B9 DNA B9 g8, AR A W)
DNA R &5 F (h) B RE AN, # T —FH TR o
TG B | I FH T H K A B K-12
Hio® o™ Moo Ja Bh T, IO M 4 B Ak F)
87.0% . 78.3% F1 86. 4% , 48K, Al )G 3+ /)
F— Y PR AR T & 0 00 TS PR R e R
Frdtm, BRI 2 D RHEARZE S 1 S 3 F 1
DA FY a8 358 24 I sl T A RU e A5 (6, T LA
e B R R Bl I A o Rl e,
SEProm J&—Fh3ETF DNA 25+ FRE f 5 B AR IE T &
)R sl T I AL , JL-F-nl 3000 o A 9 A AR
YWiash¥, HBEA &N R0 IR 5 P (Mishra
et al., 2020) ,

BT B3 FHF SIEHER T I 5 4

HE DR PP AR B A W R e 17 i P 4 97
i RBUE R, X JEAZAE Y BT BSR4 T

3.2

AROEE , DFSE NGO R B, MR8 IR B TR R 4
R AR A G+ C R ST S
fiE, fighes i L R 21 1R A 2l X3k

Jacques 55 (2006 ) BB R, TV 2 40 0 1) 5
R, % 5% I F 456 45 (transcription factor bin-
ding sites, TFBS) fl ] T3 7 1 4 i X2 [A] (1) X 45K
P I R T —Fh RIS T 08 37U . SCRETRII
Hoft 98 4= 8 AR5 69 DNA 73009 T H, He %
(2018) i DNA HAgE [ 5E 37 1 B9 R IR 3 51 i
U (Bt v ) JSr T AR s BN JF T
T K B AF 1 K-12 o g3 s 7, HE M s
94% o XTI TR | =4k, [H i T X i iy iy
SRR T OB R A, O VG L 32 B BRI
it HN I RE, A I 245 37 B SRR S
B RO ZE A R IEAR 25 5 ok IF & 3 gl 1 B AL 4
Liu(2020a) S 455 7500 G+C & 1 FEs il 1 S5 Ak
PR RS - UMY, SR R R W A I A
ZEFRFT P R 2% B B PR ( Pseudomonas aeruginosa ) Y
JR BT, HMEREE 1k 81. 5% | 87. 9% F190. 4%

3.3 ET RNA BEEEREEZRIEE #1724

Ja BT ELAE RNAP FURH R 4 PR 7 6 3L [ 1
TABRIA SN, XN EAZ A A B B SR A T
— AN BRI RNAP B4R JE R 505 3+ .

Spx FE—FP7E A 2% [ P TR B AR SR Y
4 R SRR T, Nakano %5 (2010) BUBF5E 261,
Spx 5 RNAP 4 o W3 C ¥ («CTD ) AHHAE FHIE AL
B8 AT LR Spx P8 ¥ 3 R A5 3 F P81, Spx
R A IE XS B S T8 o BE
(od) G5 R0 e s I Y od J2 B80T B 3 DL R
Spx-aCTD B 5 Y5 )R sh FAHEAE M RRR T 5L, A
TARYE X — 25 & FF A HEI Spx 42 2L K Y Ja 3l
F3l,

Iy R R, H R R LR B A H
FHYG L2, ] Bl A sl i el 75 =X

ETFHFREARBITH R 547

H T L AR 2 0 BE 5 A Y R kK P )
FAG, AP AR TN A W5 B i ke, e skl
S e AN e 2 e A RO R 31 IO i
A RO i o e e 22 U e AL S RNA-seq M
FIPIRIEAR

RNA-seq F=A= ) K i reads A LA B 5 31 42 3 [H]

3.4
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HFP, AR TS s, TSS Ml TFBS, Jfif i
FTREEFAEY, WA 78 /R 18 K ( Burkholde-
riales) (Ouyang et al,, 2020) LA X N T B4R B ( Clos-
tridium acetobutylicum) ATCC 824 . Ul FG#R 1 ( Clostri
dium beijerinckii) DSM 6423 F1DI [GH FE NCIMB 8052
(Hocq et al., 2022) %, IL4F, 78 RNA-seq i 21,
— ¥ RPKM (reads per kilobase of transcript per
million reads mapped) . FPKM ({ragments per kilobase
of transcript per million fragments mapped ) ¥ TPM
(transcripts per million ) B/ 24 D1 4] 35 PRAH X 26 15
bR, I, RNA-seq df T Fl T3 R 2+
SR EE . G0 Shi % (2021) 18 i RNA-seq X ERIE 2L F1
W ( Rhodobacter sphaeroides) JDW-710 & 78 (A& FIEF A=
TG ARIEAT AT, DL FPKM (B 1 b 5 PR AR X 36 ik
RUFHIBRIE, PRk 7 A~ 76 TDW-710 FIEF A AU 3 b
Th BRI B e RGP R 3h 1, IR P, s, BUE
EARIREIT P e LA 10 & LR
TR IE A das 1 ubie, (H15 55 10 A9~
T 28%

PR 51 B AK & AT 51 1Y DNA 15T £
FEERBATRR B E RS R e 8 b, R AR T
AMECXTIEN] PR IC BRI B R AT AR, 2
Jr MR AR 52 17 5 7 Bk AR X 2Rk 7K AR A R
GIEE, AR TAERE S NI sh 7, 4 Jais-
hankar %(2021) #4f5 NCBI % [C I TITR100 [ 2
A FFHNE R, Bt AR B e, R SE A
T 270 B AR R A < 2 AN [] A A i 3B Y e TR R
ITRI00 JFJESEH, 21522 5 RBFME R, G
et 2 AN AERAMKBI S 31 P, P, o

A A 2 B U 2 3 e L o) Fi, K 5 e P R A
RSN L VBIR SR iR g (R MR g €
FIRHE, ik AH N A B, 40 Wang 45 (2019) i
i 8 5T A 5 O Y A A 55 VR BE B2 T ( Streptomyces
chattanoogensis) 110 Wi e 3] 1 >l il T 2Rk
PRI T P50 XF T2 T HEE
W, AT RGAC - P = R s TR, H
HRBEA R, WA e s 20 0 12 )R 3 7 1Y — Fib
e,

HT TR 2 2 o B i R A al LT
W EARAT VT 22 S5 A W 1) e s L0 R B HE AT
AR TR ST /R, SRS TR RN 2
M e R e 3R K P Y ME — PR 3R, B 4245 mRNA A9 ER

TEVE | AR BT SR AP AR RORBLAE A I 3R
e, Aoy e A AR 3T, e A 24 2 Bl i
fil] b3 W 12 M T A1 i TR 25 O 3R 8 Ml 48 E A B
THITIRE

ETHRFEI S L[ HITHITN K 57

BEE TP HAR T AL AR AT & e, J5A
A=W B TN 2 W A B HOR 5 s B BIL g 2 )
OYRE B, WA H . BEPLARAR . SR A
HL(support vector machine, SVM ) FI## £ { 4% ( neural
networks, NN) %5, HET, #KH SVM F1 NN 59 1
W5 Xk s Sy i, Horpr, SVML 2 —Fhoxd £ dls ik
T ek, A RRE ARG R . A0 Lin
45(2023) g7 T IETF SVM Y TINAERS  HIF5047 7=
S EAA R ( Klebsiella aerogenes) 1) 81 ¥ 511 Fl
RS H, HHER R R IL 95. 8% , NN J&2—7Fifd
PTG 25 00 268 1) I 3 7 ML e 2 T FOR o Ol A T
HhZ W45 BT TE SAPPHIRE , 1T i T30 {15 B
i ( Pseudomonas) o Jii 81 F ( Coppens and Lavigne,
2020) 5 AR ZE LS BOR A AL T-H iPromoter-
BnCNN, A &R & T XERIBTE T o J8 3h 73U
Y RIUERTE (Amin et al,, 2020) 5 AR5 22 R 25 il
AP 2 258 (1 T T2 iPromoter-CLA , 5B T ¥
BT S A% AR )R 21 5 [R] i 38 BE DAL JE 3l 1 5k
& ( Zhang et al., 2022) ,

B 2T HOAR AN B 58 38 5 15 2l F Jy ik 1)
HERPERS B TR M4 o (A 1 5 AR ) ) 3
TN TR R 2 R M A A A W ST ) R
n K W ¥F B 5 3 7 204 2 RegulonDB  ( Santos-
Zavaleta et al., 2019) | AR ZE AT 18 )5 2+ £kl 22
DBTBS (Makita et al., 2004 ) Fli S5 i B 2 F
¥ % PRODORIC ( Miinch et al,, 2003), S:3f &
T TR A S AN R, DT TG ¥ R A U H A
BAYWIR S+, B, S R 307 i il v gg
I AR B P T A

3.5

4 [EZEY B FHITHEELEIE

JEARZAE YR Bh 7 R DI RERAIE, 145 % S5 3h 1
Je B S RE S SRR | Xk B I AR MR R I
TR RA R EE L, BRI EFLT =4
Jit
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WEEERN RS

s i PR I 28 2 2 AW A AR ) B 1
WTER S T R 22— %055 B e ZAETOR 3 T i
R AR A G R D 5 LU R SN Y FS 3
R B R B B A S BRI A b e A B Y
1 b f il e B B R IA T DR R AL IE 3
AUSRIE, IFSEE BT ST IR sh 5 R E R T

H A 284008 R 2R R gt (55 R LBk
FEMEHE P ( Kozakai et al., 2021) | B2 FLBH T il ik [F]
( Brandwein et al., 2023) . B-%i % ¥ [E R i 3
(Chae et al,, 2019) . JLZEEY 2,3-3U AR 55 ] ( Luo
et al., 2015) | &P A EERA (Lee et al., 2023) .
AT LN (Gao et al., 2022) Fl75¢ G 2K B 3
P (Yu et al., 2023) % 7 4>, Al 3 M 5 AL &
G EA RAFARRE T, (A2 R A 3
TR 8 T 40 0 7 P D A o I Bl 1 1 T R
SN HZBIRR M J5 3 AR B B TR
B A R ET . A]N TE AE  mA E
I, RS9 R D s AR e fe kil s 35
I TE 252 B A 5 5 PO6M T, mLA 8
2, 3- WU AR it PR R Ry B T S B I M A
MR EEH (Guo et al., 2023) , FI, Lk P R
TR B0 55 A B A

4.2 BEHIEESRETE

DR P 25 5 17 Y S T 10 T M o PRI 15 2
SRS TR E T 18 o TT IR TS 5% 4 5
AR 3 FERET 2K, DAgmRY B-2F 2L 0 17 B Fi
B-LFL B B IEBEAY lacZY VE N IRALIEH, Hor,
Tn5 ¥ 865 0] B4 16 & A7 FUBEAE D M — f U8 19 B
Frdk PRI Al G 5K lacZY, LASAE X-gal
Fa 7R 8 9 2 LRI X A B LB gAY
P23k, GBI ELHE R X-gal 1Y & (4% B0 AT LS B
JokL Al AR DNA Fr BoZ & B 8 sh Tl P, it
Gb, BB TR B2 FUBE T 5 1 T R SR e
POk, LUE T B 4 i 5 1 BR A 3R BOR 23 B
Ay AT S 3 7 59 48 B2, U0 Timms-Wilson 4§
(2000) HX )7 345 1 AR PR 48 & ( Rhizobacteria )
HERE ISR B TS

oL 22 5 Wl /s T DAL | A b 25 5 BR
AR T, HEEE M TR E, HH
BT X A7 8 T s RO b

4.1

4.3 WEH RS

XUJBORE 28 G2 2 MOR P A FL A AH 25V ok g A6 0
R4, BRGSAEH =D BoRhRIE o T, 3R
31 o IR F 5 40 B b RNAP .0 Bl A1 B AE B A
RNAP 22, T RNAP A il U0 SE BETE 75 — 4> &
A B RS Bk B R 3h - B BB BUBRE
FRGUA RIGFF BSUTURL 8 58 A4 B TR B IR AT 17 XL
BLRGE, o, KIAFF R BUTURL 2R G038 56 lacZo AE
R AR B HE T2, 41 Homerova 45 (2004)
3 3 3 i A4 B 04 28 3K TR ( Staphylococcus au-
reus ) FEEEH] 18 A o MK ALR ST, JFHE T4
SRATFEIBAL A AN, ZRGEC WY T %k
H K i A5 4 ( Streptomyces coelicolor) A3 (2)
o RGBT (Seveikova et al., 2021) FIZ5AZ 4 AAT
j[il‘(Mycobacterium tuberculosis ) 1 o' RGN JE sh T
(Homerova et al., 2007) . 1% 24 B F PR AT B BT kL
ARGV gfpuww A HE LR, Busche 45 (2023) 38 i
BRGKE T A ARRPPIRFF R 1 o HAE 3T

KIGHFFEAUTTRL 72 5t 70 1R IR L6 55 B4 P
T3 BRI E 31, A Z R H R AT T XU5ORE 3R
Gen] ISCHER N S e SR 3 1, B EROGE T4
E o PRI E -, PR FH 32 3R

5 BREZEMRBITFREHS T

VSR A W S5 A 24 53 i o LA DR ) 28
LN EP ST (- b e O D AP W

5.1 DNase I Biffi%k

DNase 1 &5 RENS 45 DNA 45 & A7
DNA 43 WS &AL, BIbA R T E s+ 1
(%) TFBS, il it S PE s T H R a2+ 7 51 2
IRuGbRC, Kaifb s i % B+ 85 1 5 )8 87 i
179%F , BEJSINA DNase 1, B3l TS8ELN K
JERTRI A BE, 15308 DNA H BE Al i i 5 e B ik o>
B ARSI R gL, I, RS SEE
ZEE MR s X 29k DNase 1 F&fi#, W 5% 5%
TEE WA ST IR S %, RIS TERER T
WoR“RBIB”, Fa G R AR R $H TFBS,, 41
Kim %:(2019) i1 DNase [ Ji& 300 52 56 76 £ £ M1 20 i
W mexEF-oprN FEH 5 2 22 T WSS Mex-
EF-OprN #MEZR G0 10 e 5306 T MexT 256 19 X
B, 4% %A TCCATAACCATCGAC HI CCATGTAT-
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CACTGTTCGTGAT, iX —RF5E 25 1G58 T X MexT K
LK) 24 W SR BT U A5 A B A, L O SRR R
MBI PE R 25T A St TR R

TER S TWE5EH, DNase [IE 375yt % 55 %8 15 BH.
T S (electrophoretic mobility shift assays, EMSA ) Bt
o Horbr, EMSA J T RIS sk A 75 BARIE 3h 1
4545, DNase DRI SE560 HI T8 52 W& O & 0 1
4N He %5(2023) i 17 EMSA F1 DNase T J& 375 5256 22 1A
WG 23R4T T8 ( Mycobacterium smegmatis ) WP 5 53¢ R -
GInR E#:5)5 80 P, LHY GTAAC #1 ATGTC /¥
e, IIitER T ginR AERMHA T B SR

(EAREE AR, mTasmafe, @ X mh s =4k
HAY TFBS P31l — Ml A B ik 8~ 10 AL, BR
28k, ARAE DNase D S50 9 HERA T, BIFFEA G
T B g1 | DNase 104 &1 s v AsFTa]

5.2 #eEEBEHIE

S Az A S R 3R R i B T B S I 5 R Bl
TGS G, A E PG BT T g 05 G i L i e
( chromatin immunoprecipitation assay, ChIP) P44 #7
S DNA 455 17 5 ( Gilmour and Lis, 1984;
Solomon and Varshavsky, 1985) , M # HF )5 3
TG J7 ¥ 4045 ChIP-chip A ChIP-seq, #H T
ChIP-chip, ChIP-seq AJ LATREE | A 250Hh 7E 4> FE R 20
T FE IR DNA 58 (U 25 A0 s, A R
) TFBS,, ZHARTE T3 A 301 1Y TFBS B4R 6
T 53T DNA (328K, i 40 i 2 i A i
AL PR S BT DNA Bk, SRJG S0 H %
K BRI T SR DI0E , 544 ChIP & HEME 3h
F DNA 54T F —ARIF 1 S0, IF4 75 52
52 2% 3 41T 51 L6 AT 3545 TFBS ( Wade,
2015) . i Ramsey % (2015) i i ChIP-seq A & %% 5%
HF PigR 5 MglA-SspA FEH R R AWM E/EH G
AR S S T A 3 F Y TGCTGTA 454, 3
Pl PigR P B S SR Yk

AR ChIP-seq HY 3 HF% R, (HAUH H ChIP-seq
BARATIIRTC 1L LA FRAZ IR 43 FE R 550 DNA 2545
I ZE B0 15 A1 NS R ChIP-seq
JFE T ChlP-exo, NJ7EHBEVIVE L R X R 145 &
() DNA AT RSN EEAL B, DLSTE0 SRR T R 40
(Yeh and Rhee, 2023), {H HHij ChIP-exo 7EJ7 &4
Wb R %D o AR, Decker %5 (2022) 2 4E ChIP-
seq Fll ChIP-exo $0H JF & T JRAZ A Wy 1 e €00 o H 328

DIVERHE % proChIPdb, A FFHF5E A PG T4k 5
H brJi 2h 7 A A %% SR 71 TRBS AHCAE B

BB FIBE

MR BRI E fE, W LA TS B
FP B BB, FREBNXS 5 3h 11 M s O B IR B X
BHUR 3 7 0 R 8 3h T 918 BOEURL A
5" Uit B BB | 3 Ui 2 B 2 T ] 51 A3 Ao
T, HBEZ R Ry BOE 3 B e i 1 ) 3
FIREF R LI AT A0, 38 2 A e B A
BN LA RIE S 3l s M, AT E B A
TR0 IXEE, A0 Sun 45 (2021) #4821 Hb A 2F 4
FFEE ( Bacillus licheniformis) WIEYES 8+ P, 58 Bt
B H ARG L egfp BB, IEW] P, 2 HPIA
BSOS S RRE Bh1, JFIZE 8T
AR EES, ZE AT B ( Bacillus coagulans ) W 53 5 %
IR EE

5.3

5.4 EART

SE RS JEARIE T PCR, CRISPR/ Cas9 457712
] H A Berh g I A B e, RS54k, AR T
BiRE SR 3119 TATA &35 55 Rl X
o5 o 3 3 A R R I 3 A T B Y
SRR X, X3k 2 DXl AT AR, K RS 1Y
SRS RE R TO A 3 T RS A, Rtk e
RIS, 3B 200 v i i AL 1Y) e 3R K P LA i 28
ST = R O R T O 112 A 3 DA Y < O R VA
7345 (2003 ) 3 33 X FLER FLBR & ( Lactococcus lac-
tis) PR BIT P, AT E MRS, WE T P, 88T
=35 XHI-10 IX, 1Ak, WA BFFEE X A7
Wi 1 W& 8T8 ( Haloferax mediterranei) P, )3 )1 1)
TATA &} TFBS, A /R Lrp 5 72 ha & 14
T g R 45 H AT BEAE I BE 2 T LAl ( Matarredona
et al., 2023)

6 FEREMBHTFIRIE

JERZ A W KR IR 1 K A7 AE AN [R) 72 B2 1) e
B, INFRAE R4 AR s T 8o A B s IS, e
SRR E P EIEPEAR; RGP, ARG AL 5k
PRI Sh A, K207 5 2R 2515 2L
A, Hi, X RRE ST T SOE A
RO, HEry U 3 A (18 4) .
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A R NIRPES 2 s s B RR A8 T C 3R gl TUGE SR TS G« * " FORRAL AL,

A means modification of endogenous promoters; B means promoter replacement; C means combination of promoter modification and

ribosome engineering; “ % ”means a mutation site.

4 REIHFHEHEKE

Figure 4 Diagram of the promoter modification model

6.1 S AEMBHFiHITEIE

X RPE S B AT o e T T AT 18
it By PCR B AN 52 19 )7 I BEHLAL SR 3 7 B PR
DCIE R f 57 X0 25 180UR 3 7 3P (synthetic
promoter library, SPL) (Li et al, 2023¢; Yuan et al,
2023) , ARAFIREIEET W R I A 3T, AT SR
() BE PR AT AN [ P B2 ) 63k, SR, DA ST v i 1B
HWJE 812 2% g, 0 5 B 45 G e il i O
AR AR, AL, AT LK IS 35§ B A% O
FEANBCH RS IZ B BRI 5, W o PRIk o 9 A%
W2 791 s 22 BLPR AT (R HF R 751 (4 TATAAT A1 TT-
GACA) , B &K I 2 F UP JG R 51k ol P <F J7 3]
(Zhou et al., 2019) , M J5 3 F 58 & &k A= o 7%
WAl LUK S 3 5 %0 3 3l 1 1 9 4 D 5k s 31
FIAZ O 7 5 LA R 5 3 A58 32 (L et al., 2023c) ;
AR AT LA 4R 35 69 57-UTR A SC%E, i Jia

25(2023) f4 &t T FLER 5% BK I ( Pediococcus acidilacti-
c¢i) DY15 J3 8 F 5'-UTR &Y 3CE, K151
A B F-5'-UTR & & W T 00 Ak L5 il Ok PH 1 2%
TR IR R AR LR (17 1

X IR A Bl e iR L FE X TFBS I,
TFBS 45t F7e 15 S Rk # b 58 o 7
55 R R DNA X, 3L 788 gh 77 51 L
TFBS o6 2L & 19 TFBS #1728 48 s 5 bk, DLk 3|
PAT SR SRR H Y, AnFERS B ZEAAT T T, Wu 55
(2020) WA TE B F P, 19 -10 X HI-35 [X 2 [A] 4
A GamR 4545075 gam02, 153 1 D RESHEIE R H
SREEFN P, BT — MR B, RS il AT
DLHF I 400 N 61 R 2 SL 4 44 1 A A, T 7R 4
BT, Wang 55 (2013) i3t L8R a3 F P, 0
IX_b 37 %% 55 A F- SchR I SchR2 fit 7] 45 45 43 15 3k
IR P, BEJGRALEEAE B P, 08 3h
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F XIS S — ScbR 45 G005, FR1F 1 BT oR
JAENT P, o WA, TERAFF BT, Zou 55 (2021)
AR P A ST LR MarR 5 PmarO )
AL, ARATEA A e 10 5 SR RN B R Y 3h A
SIS I TFIEE P, onen 1P e

BEFEik

JE B TR R H B BOR T AR R AE R A
RS FECE N A L S 3 7 2 4 506 1 )5 3
F, U0 Pan 55 (2022 ) 38 53 XK BT V0 H QB ( Serratia
marcescens) 1T RNA-seq, FZRAT 158 4 5 YA 30
TP, (P ) B35 ) OmpR 1 PsrA A I FE [
JEARR ST, AT R R A &, TER 2
AP, it RNA-seq 58] 4 NE3TF P,
P P FI P, LR S ToR R T P, 0 30
To IR, P 4P, 4P IR S TR P,
BT, A3 2R R AR ™ A0 2 T A 3 MR
ATHIRAY 4.7 15 (Meng et al, 2018) , AHX T HALH
S CERMS , SR B TR RS X TSR, AN ah B
I8 AT, (B2 R TR 3

BEhFMIES RBS TEES

Jia 87 H RBS 735l 75 B A A dhad fe vh
RAEREVE R, R B R 3R Gk ik R v i 2D 9
RBS TR — R 20 35 B R R kK- iy 7 =, A
WK IR AR A 3 7ol 5 RBS TRESS &, AT
SIS L B S AR PR /K P 4 i B A R0 . A Duan
S5(2021) TEA Z IR EARFT R TP ARER 6 A>3 FEAS [ (1Y
JazhF LA 11 A5 BEASTR B RBS Sf i 42 i 5 58 A
egfp MRk, BRI egfp HIFIEIKF-ZEALE 10 £5
RIS LT, LN, Sun 45 (2023) Bk A Bl 4890
B (Vibrio natriegens) )3 317 F1 RBS, 4 #5848 3C
e, MR E AR TR, WA R
TN B IR . BT RBS TARRZE G 10)R 3l
TG B — A B T OE B R )T, SR
V- A R AR S i H AR A O R
THEXNZ,

6.2

6.3

7 EREMBITHFLNA

BEHE N T, BENLIE AL RIS 3 7B 55 05 2l
THuEFBIEH, BHEE RS TIF 26 Bir
SRR, T &MY T, LIS

RO TR AN R LB AR AR AR S F AR
7.1 AIIREBHRTUHNTE

JRAZAE R I AT B A R AR IR T TR RIA 2
R RS AR N IR L N A Kk 18 £, Jash Tk
PRIk i 35 CHEVE D, JF & BA R[] 3 A fig
WA+, FIA S B =i, S Bir
FEPIRY AR S .

4 Rao 45 (2023) i 2H A5 AN o HOHAY )5 2h+
KD TP AN A B S 35, IEXF X 2 )5 3l F ik 73R
TERGIHT, (I RAE R 4 0 s 74 e T & A
AEEARG=Pr 7= i, A ZE AR TR 9 R A
M Z AL A PR T A ) R, Cao BF
(2023) %t K ¥F 6 i )5 8+ P, iE A7 e, DU
P RAME P (rssey WA BT HIE SR IXRGAE
50 P R TR AR T R TR 1) B TR kS B TR R P,
JASh T 4,34 %, 1A, TR P, )R shF T
DIV P AR Fab’ i BEAE K FF B o A 3% 36 it 8
(Schofield et al., 2016)

7.2 #EHQEHER, LEREM%

Ja BT DLV Y R A A A v R R 2k Uk
S, TSR GHE S 2 ko IR R
[F) 5 B i3 2 AT DL AR A I 4, 1 0 25 4 v Tl
o B e AR T IRE T

T RETERAYEBGERER, ARG —1
FERER T B A 8 T B R Rk, e T A
B s il i 48 v A — PR S R (9 3k, R R — 2t
KRG, vk G AN L EL Y R AR AL 2R Hwang
4 (2018) it TR LA SRS 3+ P, ARA5 08
FEERT AP, A sh 730, s, s X Es
STk D-FLER AN 2, 3-T Rt by 3 N 1 F2 35 7K
e, PR MERI AN P, 8 B T g S D-FLR
WS ) 1dhD FER ) RIE , BORIREE 2 T D-7LiR
B, 78 2,3- T G BGER T, aldB BRI
IRUREE S 2,3- T ZEERY S i TC G, T ilvBN Fl bdhli
FER Y FRIROKOT SR B TR 2,3- T R
B, i, HE AW P, 88 TR aldB 3L H)
FRKF, TR B TGRSR G A BR P, BT B
il iwBN F1 bdhi FEH Y RIK KT, mEAH2,3-T =
BEE 7= G N 72% o 934, Zhang 4§ (2023a) 38 i
CRISPR/Cas9 /3 Ja 8+l is, JfFHH A 3 Fhog i
ANE R B RO 2155 36 AR ) B4R Hh O f
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PR FRIKEE, R0 T 2B R AEY & AR, By
B R AL B A R R AR W AR T A
ME%,

8 HZitH5RE

JS KA BT IS A R T IF R IR AR 2
HRZNF, R4 & B A A iE S L, R B 6
AWy AR ) B 5 R A B A5 3 B A T I 90
WA T 48 & (Huang et al, 2021a; Shemyakina
et al., 2021; Zhang et al., 2021) , 7EA& A Y-8
AR e AR BOR | B I R T 2 AR
YT 27523 X5 U b [) & Y5 5E T, A%
AV sh TR E & BUS T4 AN H By ik e
W, AN T IR Y R S TR AR S, &
R T IR IR 3 R L | S50 R ) B8 4R ik
TIEVA R I RABL S O, 5 78 9 AH AT I S it
7%, R, IR WA B YRS RS T i R
PRI, TR SR RIS T B ST A D i 1) b 5 5%
wnr.

(1) A JE A A 2 B0 T H R 25 T
RIS, AR AR ) 2 8] 1 05 3 45 48 RS
SIHA ZHeE, SEARSR A E YRS 374 ik L2
YERA T, TEIAT 3 3h - PO A B K © S 3h 14
FFFE) AR b, F B HAR E— 2P A5
2, MR RE PO AL A W R 2 SCRE T AR B =X
AR ST R TN AR Y | T AT 4 R S BT I Y
RGUE M

(2) 40T, J& 305 e sk 32 E O T 4l 5 5k
PRIRG DN 2R 498, 56 ) R A e A R A8 AR Tl 75 ik
PRI TR P ARSI J3 B, a0 SCrh R I A R &
k5% 7% W ( Kozakai et al, 2021) . B-2f ZL 4 1 B
( Brandwein et al., 2023) . B-7 %4 ¥ [ 2 i} ( Chae et
al., 2019) . JLZSES 2,3-BUMA M ( Luo et al,, 2015) |
LR IEHE [ (Lee et al, 2023) , £1 {43 G
(Gao et al.,, 2022) FZENEZEF( Yu et al., 2023) &5,
1255 )3 8 5 I D RE S Ik i 7 v 4 5 T AR B 42
A S A KR BRI, B R X A s BRI
PR R R R B S BRI 5 2, T DU AR
oA TR 58 R Bl T D BE S UE AR 1

(3) BT RAE R 419 5 AR W )5 3h 1 B 2
FEMERRAE AT BR . 78 B3RS 370 28 A D) BE S IE T
WA, WAEE T W AR N Z HE A B

ORYE ST, R AR AR S 3 7 A i 5 A
Jagh1, DA AN g 4 ny A P2 Bl A 5T A ol
APPSR K

S, AR FEARZ YR 3 T 5 2 S
HRE T RGN | R AU R, LUK
ZFRSE R B TF R AT, il I HOR | 3
RGN TR Be SR G0 & SR B 3h - iy T
T FNFF 47 2K B 28 % (Li et al., 2023b; Zhao et al.,
2022) , 734b, kG 2 LM HAD RS Sk R i o
DA R T s PR )2 s i 452 LA ) F 9t 5 1l 4
Je I AE ) B T TS ST N A

EETTH

s/ ST SCHIRG R 8 FE ok 2B A
MRS TR SCRI B SIS 2% SCIR B B Jevh
ISR BTN, 18 IR SCE MBI,
ISR ICER , RAEE AT BB R R AR
SO
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