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Biogenic amines-degrading enzymes and their applications:
a review
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Abstract: Biogenic amines (BAs), the potential health threats in fermented food and alcoholic beverage,
bring about allergic reactions such as dyspnea, vomiting, and fever in the case of excessive intake.
BAs-degrading enzymes, including amine oxidase, amine dehydrogenase, and multicopper oxidase,
oxidize BAs to aldehydes. This review described the catalytic mechanism, substrate specificity, enzymatic
properties, and applications of the three BAs-degrading enzymes and their capabilities of degrading BAs.
The heterologous expression and molecular modification of them were also summarized. Furthermore,
research trends of such enzymes in gene mining, molecular modification, and expression were summed up.
The paper is expected to provide a reference for studying and developing strategies for degrading BAs in
food with enzymes.
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H: Wl (Biogenic Amines, BAs)&2—2 & & /)
SFAENY, AT . WS B E
PR A i 5 R e P R PR
J¥e 32 B pR U R P ) R R T R T AR A A R
J R T 2 AN TR o B A b S A —
EMZESRE, Hdi s WL E 2 WA . k. R
T, e, PR, B, BmAmgm. Ak H
6 UV AE e 1E H A B RR U AN AT 2 2k
FIREIAE AL P 3 53504 0.79 ng/mL il
0.686 ng/mLP®, SR, il £ A AL R 1Y
M5 | AR B RS ERRR WA O Bkm
PR UL S8, S I R XE L X
SESE OO i, AT 8 mg A4 AT
PR EER, AL 100 mg BFNSH
U E AR, HE A A SEE A
B PR (Food and Drug Administration, FDA)X
B AE YR SRR R AL, B TP A
g O A B AR 50 mg/kg A1 100 mg/kg!”,
P it v A P B T R R T AR AR 2
P I BRI RS TR UE £ i 2 A 2 55, R
LB R i R R 0 S PR
IR TR e A IR A | SRR A= e (1)
AT E— R L DU P . TR
S W B LR SRS R i A i S ) B
TS T R R I T T AN XU A A Y R
1 D N1/ A e e X 7 s il o = T =
R AN 2 B i 2 A TR T ol R 1) 1 i 4 4
[, PRI, I A P e Ko e e sl A £ i h A= )
i 5 £ AR Bl 4 T v LA A B R SR B 2
f 1oz P 0,

H AT L 18 1 AT A A A i 5 e 1) Tl 32 4y
N3 ARG R SR A R, XL
EXiR S N S e 3 i SN A=t ]
AR AE e At A SRR L RIS o A [V %) 2 O B e fie
X A= IR R R AN R, T EL A A AR e A e 2
5o AN I S TR e M A — R AR )
JHe B 53 %o A Bt S A0 1 2 T e Ak SR AR AR B

BEAREALTE T o 25T 35 2 2 SR Tl 5 A S 1
HLELARRP AR Sk, 35 2 3R M A AL i SR Bl 51 X
G0 8 ALY, PR MR U e AL R TE R A
Bt A PR RV £ 2 4 P,
Sl A A S AN R, 224 R AL AR
PRI S AN, Al AL 2 Bh AR i (4 S A
fift o 1 ANFLIR B 1 5 2 A AL RE S ARG A 4
WP AN e e e T YA
SR AR LA BT AT AR APREEL I | T S LA 6 b=
W, i 1 kSR 2 A SR AL RS 2] T AL Wi Y
AN,

1 JEAALES

iz B AL i (Amine Oxidase , AO)&—KAEME L
M E A A RR I T, FIVER o . %
5 Z W AR e SE RN P e 3, oF AR AR BRI 7Y
W A R A MR R A A AR
6], AO SCATLAGY by & i e AL AN 25 2 3 i e Ak
fifg 2 Fp'ol,
1.1 EfRpRSE L

o #i B % 4k B (Copper-Containing Amine
Oxidase, CAO)LL Cu” M4list, FIEILIARAEL N
T, [l SRR o i A S, Tz oA T
B ERE . R PRSP, R cut R
e e SR AL A T M 2 OGRS VE R .l A
fl —HBHESF(Co™ 1 NiPHBAL Cu®", RIERIE TS
W (Arthrobacter globiformis) & Hil i B AL A T PR
SRR 2.2%81 0.9%1 . CAO T[] 1 — 3
A, 1 2 ASFHIE A SR Ak, R Ak P B
RAAE R IR . MEETRTENY 33 MRS
iz . CAO MY BA AR & — -l i AR AL e 2 &
) Cu® il —A 2,4,5- = R ILIE N E MR (2,4,5-
Trihydroxyphenylalanine, TPQ)**!, Gaule Z5iiF 525k
TE T FF TR 75 e S8 A 1 2 S SR Ao A Ak HLA vy
P, THRUTE R AT BRI T RS AR E T
CAO 7EH 7 HI %3 (B 4548 1 1 25 57 1] RE 52 Ml il
it R 40 A Ml ek R LA A o B A 22 R cAO
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F AL 2 5 YRR S A ) A PR N K E Y
e S HAE AR, AR IR T o LT ER
(Rhodococcus opacus) 1) Hil 4 6 V£ — ik %8 4k il
(Copper Dependent Diamine Oxidase)n] 55575 —Ff
e A AL g —— 41 B B R IR TR R L i
(Constitutive Flavin Dependent Oxidase)3t:[w] 47
2 P 22 e e B s ) e K F P, CAO ik
WA it 1 B2 0 2 B R S (R 2k 1T, 4 i It
SR FIARAR A SO o 38 T S 2 CAO A ) i
A BT R B 2B BGA JRRLY) TPQ; A SO 2
CAO ¥ O, IR J5UA Ho0, I A LA AL R i) TPQE,
I D2 SN, H I AR AL 1] TPQ, 48 Ak S i
{18 P, 3 ) AT L H A% i R ] 42 v 715 38 2 b
IR HEE LSRR TPQ H M
Oy, [ {1 T4 38 245 10 T AN TPQ Zead Cu® ¥t Il
0, (B D1, HIEFEHIRM AR, CAO FH X
] L4k B A AL (Diamine Oxidase, DAO)F
AR A AL 2 FhEO,

FOWE 1

RCH:NH3' + Cu(INTPQ,, —>

RCHO + Cu(II)TPQred-NH3" (R J > )
Cu(I1)TPQrea-NH3" + 02 + H20 —> Cu(I) TPQsq —>
H202+ NHs" + Cu(I)TPQ,, A )
X1 Cu(I)TPQe N ARLEEIRYIN CAO, Iy
TPQ 4L Cu(INTPQra NASHIRHIH CAO,
IEET A TPQ ik JFE AL TPQg, 4 TPQ YKl X .

Direct electron transfer

P red 222V TPQ‘“‘
Biogenic amines

0, CuO*O Cut
N O- ‘o-0:
TPQ,, '\
Cu” fast
TP
Aldehyde \ &/} Cuzt Qs
CTZI: Q, = 0=0:
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Indirect electron transfer

1 BREABECEMREROR T EEREE LS
2 k)

Figure 1 Electron transfer in the process of degradation of
BAs catalyzed by amine oxidase (oxidative half-reaction)

.11 ZRRE LA

ZHE AL (Diamine Oxidase, DAO) FZA4EH T
il IV A R A YN NS 2 4
FLAT DAO HYRIA 4 59 B A
1 b B ANRAR DG, TR TR B RN iR 4 -t REAS I
FI°2, DAO W) 2 53 FAEH R AR, 7
AL R Y A A SR 5 W (Kocuria
varians) . ZLAATLER T (Micrococcus rubens) . W& TR
FLBR /& BR I (Pediococcus  acidilactici) . # ¥ 3L FF
B (Lactobacillus  plantarum) 173 ¥T B (Arthrobacter)
B33 SR TR DAO FEEALL g, X
M B A S ACBE s 0 B B A A
(A. crystallopoietes) KAIT-B-007 ) DAO J&—#i#ifa
TEVERCR TR A, AR INZ N Y i
JNE pH 4 9.0, 7E pH 6.0-9.0 i[5 HAT AR A1)
FaE R & A 500 mg/L 4426 £.3%(pH 6.0,
1% NaC)JIIA 2 534 U/L 19 A. crystallopoietes DAO,
37°C. 100 t/min J¥ 7 10 h, ADEZHEREFATEIG
TR 7K F(<0.5 mg/L)P . BRI FFIH T ) DAO
FTAREAR NG . FEREFIEAE G, DAY, H
Kin {4 0.274 mmol/L, ZBEAEIENERE, RERIN
SRR EIELRE l 37 °C, 7E 35 °C FIFE 50 min
HARVE T M 50%°7 . BE 52k U T T W SLAF B
(L. casei) IFI-CA 52 i SR A AT LA G i 4 2 175
LI . AN, HIE 2 B AW (12%) . B2k
(75 mg/L)F1 SO, (30 mg/L)AY5Zin, #E pH 4.6, 30 °C
P TIE 12 h, SXTRAELL, HEEMAEYIGRE
TG 80%. 85%1 11%°%, LAZHM AR AL N
30 DAO KRS S Asm , 3 H LR A= 4)
o WA, CRBRIZH I E AL RIS )Y pH>7.0
HAERRYEAAE T RSP, X ™ E 5 1 e e
RERPER A B & b (H 4.5 ZEA)ins P
W, 38 3 O B AR AR BRI AR AR e i
1) e ST A O FH IS Tt R A T B it rh R 2 40
JHe3 D) B A R B TR R
1.1.2 {ARRE1LEE

1A A AL (Primary Amine Oxidase, PrAO) X Fi
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GAIENR U ARG, T2 AR RS A
AR . AP e S At P T 2 A2 380 e B ) e 2
S N A E N A (Saccharomyces
cerevisiae) . K Wi+t & (Escherichia coli) . & %
(Aspergillus niger)SETAEPIER AN AL . A4
Akl 5 M Escherichia coli K-12 W& 4, ik
#5A ECAO (Escherichia coli Copper-Amine Oxidase);
HLH tynd SEDR G, — it ) A SRtk Y
ECAO FJUARmsl AL g i . IR G fafie, 1B
AEEA R ANE RN Z R (AR, TR iRy
WAL B R AR, A et Ay
TAMN TR, BT EAERR S ] hE
BABmEWEEE, (AgeEA—EMRE. 2B
kW2 +tF (Hansenula polymorpha) FAF7E 2 Ff' PrAO
(HPAO-1 A1 HPAO-2),, HF AR K 67%; HPAO-1
FEAE T/ IMUEERR 5 e (AN R AN 2 ), Hox R g
IREACRICR LR T 330 % 5 HPAO-2 Y Rcid KA
SRR, FABELTERE T AEAE 2 FhRESIAUE
63%I1 PrAO (AO1 F1 AO2), AO1 WYY FE Mg
005 1R H 2 P AR e e B 1 0 B (AR ) s AO2
W) 3= A A R b B B 1 05 B e (AN g e Fn R &
e SKIET A. niger SPEI05 BB AL BERE A% 5
REEE LR DLAY 8 PRI, HofR i ) pH A
JEI3 7.0 135 °C, fREERYINIECHE; BAAH
R ANTEHE A. niger SPFIOS A LIS, HA
B 1.0 mmol/L Cu” X% A BIGEN; A. niger
SPFJO0S5 Jiic A AL AT At rh i) 2R A= e, X
e, . T . RIS T 73%, Al
SNSRI 2 064 ng/kg FEAKE] 561.0 pg/kg, BF
fERIBEN T 66.61%), HETHGE MK ZHUAMASL
M aE IS R i . RIEAIEC e, ik, PR,
IR VA R T il R DL 1) A 0 e DDA 2 L e 3
P
1.2 SEHRALE

v 2 M A AL (Flavin-Containing Amine
Oxidase, FAO)LL® & R IEMS — 17 B2 (Flavin
Adenine Dinucleotide, FAD) M43, 1EHFAEAN

i, AR S AR A S AL AR 2 3 3 28 (L) £
TR (R 20, A A M b s i s
0, 5 Ho0, (B 2)¥7, FAO i 5 R a5 A izl
SERGEME IR, B 2 ST ARIZE &
ZERIRIN G TR R BB RERTEWM. luteus)
TR A LD FAD DA, J20r ik 49 kD
9] TR -3 7 NE W1 30 %= W 0 (/N = o 5= IR I 28 8
ki, ZEMAMEHE FIRER, 27 FAD I
A S TR SR AR S ZE AT TR e SR AL P
yobN LIRS, FLAT RIS R A g 1110, £h
SAEARL ZE AT I8 (Virgibacillus - halodenitrificans) il
VIR AU IR (V. pantothenticus) B 20 B I | i) —
Tl AL TT LR 2E i . Wk . SR A R
A B9 2% W 28 i B 1) B e A AL i (MAO-N) J2& — i
AT LAEAR A R AR 2 FAO, 2 DA DU R A TE X
FEAE, 5 AW RAA AL EF(MAO-B) HAT Bl 1
ZEMPRRAERY . IRARVE IR AT, FAO — BT 43
Sy B S A R 22 i AR

JNiE 2

RCH2NH2 + O2 + H20 — RCHO + H202
RCH2NHCH:R " + 02 + H20 —

RCH2NH:z + R “CHO + H202

X2 W R A R*REMIEE; RCHNH, AN
RCH,NHCH;R*{{2fiiz .

Biogenic amines  H,0

AldehydetAmmonia
FAD FADH-

0,
B2 SEZRRENIEIEREYRREZNE

Figure 2 Catalytic mechanism of degrading BAs by
flavin-containing amine oxidase

. FAO ERIT MM A A 2 A

Note: Ammonia is only generated when FAO acts on secondary
amines
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1.2.1 BERSILEE

PR S AL (Monoamine Oxidase, MAO)AJfifL
PRGN (e () S AR 2 S, T A T L
LR RSN EPY S FEI L s R L S b A A
2 Ff MAO [J[F T, B MAO-A fil MAO-B; 2 Ff
) Tl P X e et b sy i R s, Bt
AR SR MAO-A BIFGEIRYZ 5-5%
%, T MAO-B Wil I BRI, s AN
AR TT LI N 2 Pl il sy 2 F
MAO AR =HE5H, I —FEE R
AN MEZAR R RIE A0S, (B MAO-A 5
— AN FFTR A P s (45 2 Rl A R,
TN, BEPIHFIEAR, MAO-A R
HIFRSEE, MAO-B A4FFPEMHI 2 B bk
R RTEL EART S SRR | B R A S A A R 4
Tl Ot e A B B S A ™ SRR T S i 1)
JHAE AL MAO-N BRRE% AL 5- @i, T LisE Ak
B-HZ P Ay | R L. plantarum
CAU 3823 Jit ™ i S A it A 3 ik 26 ) g 1) 7
1, HE@E VIR R 28 °C, 7E 15-80 °C MR
JEEIN BB R FFIE T, BIZBAE pH 4.0, 33 °C 1Y
FFTWEE 2 h SRR A AW (50 mg/L)H
40%UA RIS e SR B R AL B VA T
VIR — 2 BROR , (AT R i h A=)
Y 14 B ) U) 2+ B  8  FAAIR O T A () R
HAp, wseb s A AL TR R R sk R rh
2 . TR . 7 R e S WLAE W HGE
TSR E R el o,
122 ZEREMLE

AW N B 2 e 4B AL i (Polyamine  Oxidase,
PAO)Z 5 Z i) o Al , JLLAAE LA Bt Bl i
FAD. HAE/EFIRYIAE, PAO AT LG AR AR
1k, 1 (Spermine Oxidase , SMO) F1 J& % & 1k i
(Putrescine Oxidase, PuO). SMO & WLTHZLah)
H, XY EA SRR, TR . AR
s AR AT AE M AT, AETRTHUIARAE G 3
il E AR OO FEm R R B T — A

HEPIZAF SMO (1) 85 & FH 4 AL B (Flavoprotein
Oxidase) Fmsl, Hul IEALKGE . N1-Z BEHs iz
A3 A O R e | 3-2 25 N T B N- £ it 4k -3-
SSENIE, Fmsl XX 2 FEYIRIIRM Ky (H R
11825 pmol/L 1 10.9+1.8 pmol/L!

PuO J&—F FEAE T NG Z e A g, H
AT LUK B e A AR 4-2408 T . Ak, R4t PuO 6
ATDMWERF 7 e . KSRERIVAG G . 72 AR TIOER TR
LA REREMLLT-LIIKTE(R. ervthropolis) 514 E )
RN E] PuO TEHECT M. uteus P PuO 1Y
BAERRY RS, WaT VR L e, LA e
F14 R S S A T R R 1) 172010, R, erythropolis
1) 65 Pie S8 AL T (PuORh) 3= B 48010 T8 e , . A1k A
Z R, WG MV ARERE . PuORh (1) HRidE S b i
J330°C, FaEfy pH N 8.0, 2458 pH (KT 6.4 i}
PuORh JLi E 1 K. varians LTH 1540 H1 (¥ PuO
FENEH TR e, W] LU AR 22 B (191 G i
Kale), (BAEA IR, HES W pH FNEEE 7
W 8.5 A1 45 °C, Xof NS 2 A M e S Ak g
RIS LA YU W40 Synechocystis
sp. PCC 6803 H1HJ SynPAO fig43 545 i FH 0 g
AL O RGN e , Hodpedd v pH iy 8.5, dReidk
SR S 30 °CI), g 1 AU, AFDRIR
1) Z B AR I SRR AR K 22 7 AR R
L R RN L2 BR TR 1 22 e S AL i o 3 FH 1 T e 7
Rofide, W AN T b %) 22 e SE A B R s e TR LA
BORBNE 1. BRI 2 W A AR I e P
9, AR AR SR AR, AT
FEslchE e . I, 2R E R A A rh A
Wt IV A R

2 B

Jie it =i Amine Dehydrogenase, AmDH)KZ%k
VIO IR - {0, PRI (Tryptophan Tryptophylquinone,
TTQ) M AL, REGE AN AL BUAH N N2,
FAAAAAN ™ A AL TN TTQ 23 25 4 £ 1 i Ak
Y Cu L A e T2 R (1R 3)TO, H I
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Table 1 Enzyme Kinetic parameters of microbial polyamine oxidase
ity eI 7] KL 275 3k
Enzymes Sources Substrates K (pmol/L) References
PuORh R. erythropolis NCIMB 11540 Putrescine 8.2 [67]
PuO K. varians LTH 1540 Putrescine 94.0£10.0 [68]
Cadaverine 75.0+£5.0
SynPAO Synechocystis sp. PCC 6803 Spermine 456.0+33.0 [69]
Spermidine 98.0+10.0

Biogenic amine

Aldehyde+Ammonia

|
| Ez,
|

, Cupredoxin |

Amine
dehydrogenase

3 LUTTQ AiHE AR i SUBE R AR 4 W1 B I R 1 38
Figure 3 Catalytic mechanism of degrading BAs by amine
dehydrogenase containing TTQ

TE: T1: 185 Ep: WT3208; By A T30k

Note: T1: The type I copper; Ey: Electron acceptor; Ey: Reduced
electron acceptor

fif(Methylamine Dehydrogenase, MADH)J& 7 &
PATLL TTQ Ay 4k ()T , LA Ak R e 7 A 1) -3
16T Z (Amicyaniny &4 T2 R4 (% T,
75 7 W I & B (Aromatic Amine Dehydrogenase ,
AADH)JE4k MADH 2 Ji5 & BUEIER 2 FHLL TTQ okl
SRl , AT AL B R 2, TR HE 2R
F MADH?, 3% A 2884 i (Alcaligenes faecalis)
() AADH BESEAE TR fE . B-R LM, &l A A0
JHg Bsf 7™ A (%) - 5 2538 2o K 75 B 1 (Blue Copper
Protein)fZ 8 B ML F32 046 1, WE. ZRME. Fle . 20
IR AN A AN 1] 3 s 3144 AADH F35 474 7E A
WAL P= B 8 (4. xylosoxidans) Pt &% BT B i =
B, B EGE RO pH A 8.0, IEREML, 7
70 °C THR-FF 40 min FEPEA SRR, HAT UL
Fh o5 T e A — S I i, DAL . BEAEFN B-IR 4

e MR Ko {20508 1.8, 6.9 F1 171 pmol/L,
PRELI TS S A TS )

BT LA TTQ WAL ARSI, BAFTEAR
PLTTQ WA a0, HAAS— g4
1) 6-S-2P e 2t 25 & B AL 1T R (6-S-Cys-FMN) Fll—
A~ [4Fe-4S1HEAE R AR L Bh 7, AL 4L AR
A S| 2 T RN 2 B T, PRI SRR Ry 2 e i
O X KR RS 2 NI, kIR
X B (Nocardioides simplex) W 19 2H I i & [
(MSMADH) & — ] B — Rk 1, H B2 Al
Jie, AT ARG, RN R A AL AR AR
A 0.7%) . KR (Rhizobium sp.)BIZLIEME A
fitf(HDH-R)t & [A) B — R A, Hm il Iy 2 gk,
7E pH 9.0, 70 °C (Z1F T ot BE M, ok
Sy 2 JH A Tl R P I St v T 2 e R S M e R
U, A — A A 2 LRI,
nwg £t A= W (Natrinema  gari) W 09 40 B Wi &
(HADH) /& 5 B! = 1Kk, %M fE pH 6.5-8.5.,
40-60 °C A ER451F(3.5-5.0 mol/L NaCl) AT # i
ARV A RV RS At SR L. plantarum
SGJ-24 11 3-BA IR H T Mt S mde v] AR A g , I
FE R pH FREES3 5128 7.5 F1 40 °C, TE{RT
55°C. pH 6.5-8.5 &1 M REEFEAAAE, HATA
R IR AT 3 52.2%7, BIFSE EE SR i U
el S AR, il SN pH 7E 7.5-9.0 LN, ASEE
TEAMBRME K W T A RUOR R R A, T B
it 1% 7y 3% 1) 6 IO A0 2 35 A58 5 5 1 591 1) i B0 )
i, DRHASE T & e it AR P e A >0,
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3 ZHEAEE

Z i A AL i (Multicopper Oxidase, MCO)J&
— R AAAE TS ) A B v R A A
FLHENBLT R AR | I 5 5] 0 2 R S5 2 Fh 2k
RIBU BB, X EAERF(Laccase) & MCO
KGRI, HIRYuRE iz, W R
My AAEMIEIEY), Wl . BURIMER . D5 GSE,
DRl LA SR AL e ey v 2 Rl T
RIZER AT 4 DM, 2050 1A THER ., 14
T2 HAF 2 A~ T3 415, BB b A WM S AR 4 B
PR : T1 882 K I AL, Wil
— SRR EI =K His-Cys-His {145 —4iih &
HhuC(Trinuclear Cluster, TNC), #%5ZH, FJ/51 TNC
A O, IR JFAL Hy0 (1 ),

H AT 28k 3 — 26 DU Il o 103 19 2 4 41
AV T RE 6% 5% i A= W e, T EL LA T R R A 00 R
PSSO Xt 2 B AT A it A 0 e LI TR 4 L A Y
WFIEIESE, P. acidilactici CECT 5930 FISH H Bk
W (P. pentosaceus) 4816 [ J1 [ fifk Big R Jg T 24 48
A G DB . 2 R T T ) 1R il S i I
J¥e , 33X W BE - R T RE A% AU 10 R I 1 By S 25 M A 5K
GRS IZME IE A suf T, RIETF L. plantarum

Biogenic amines

0, +H*

Aldehydet+Ammonia

2H,0

B4 ZiEEESREARE YRR R M A I8

Figure 4 Catalytic mechanism of degrading BAs by
multicopper oxidase

TE: T1: TEM; T2, T3: =HifG T

Note: T1: The type I copper; T2, T3: Trinuclear cluster

CP3 4 Jif ] i £ PR 5 i v 1 I8 e Y i B e AE K
Fi% 48 h 5 435I FFE 63.87%. 80.61%, A ftysk
B 77% FIFEAIXEEN L. plantarum CP3 TRAK AT
DS 2 £ P o i Ik A A e g R R,
AT R (L. curvatus) G-1 H i 2240 E Ak L B
A B AR AL WM RS T, KT A B | T e A LR
VIR IR IR IR T 40%™ eAh, A RFSTIESE
KRIEEFAFFE (L. fermentum) W) 22 4 E AL B XT A= P i
PR ELAT 35, AT LARERR 7 R AR, 3k
M. Wl TR, P i, Rk ROME . WAGHE ;
TE 37 °C BT IIMEALKN-(500 UL L.
fermentum ZHNEACEE, 12 h P SR R
RKIKF] 10.6%™, KT AT # & (Enterococcus
spp.) I 4 SE AL B PT DA RS A A e | MRS
BRI (E. faecalis) M5B JI = 224 S8 Ak B Ko A= 1 e
AR R | JE P 2 TR e ) A ik 238 4 3 )
54%. 52%. T0%F1 40%°" . LAl I, 40K IR
1) 22 4 A8 A It E A AR A £ b 2R W e X 1 T )
R T AE YA & 224 A AL ) AR, H
T FH 22 ] S ARt 2 A 2B P B A ETE AR R AIR R
FEVER S | IR AR AR AR R A
I A S I AT o i A 0 e 22 i R AL B R B S R A
g2 @, R, 38 BT [R5 W 5 22 4 41
AR P A AR SR RIS I LA 208 R it LR fi
A 8 % AR, A B L T LS R TR
i Tlb S5

4 Y RERERRER AR R
N T R VIR S (] R A R

AR5 B 4 38 /Y A Wy W A 18 £ 50 NCBI Al
UniProtKB $itffi 22 kA5 1 e Ae e . JHe i St
ZHAMRETF AR 2), U T RGEA T LR
(151 5) X HAT R A M TR P Y 3 2K RSER &
B IATEEREY], B 3 5, 4y
SR DA B S PR % o R SR AR P U A
RIS, X AT RE -5 LR e e il 4 Sl 2 1Ay —
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Table 2 Reported biogenic amines oxidases and their sources

W kW 7 %I
Enzymes Sources Substrates References
AMAOIL A. aurescens ND [91]
AMAO2 A. aurescens Histamine, tyramine, putrescine, spermidine, 2-phenethylamine [91]
AMAO3 A. aurescens Histamine, tyramine, putrescine, spermidine, 2-phenethylamine [91]
PuORh  R. erythropolis NCIMB 11540 Putrescine [67]
SynPAO  Synechocystis sp. PCC 6803 Spermine, spermidine [69]

PuO M. rubens Putrescine [92]
HPAO-1 H. polymorpha Methylamine, ethylamine [43]
HPAO-2 H. polymorpha Benzylamine [43]

PAO S. cerevisiae Spermine, N1-acetylspermine [64]
PrAO E. coli Tyramine, tryptamine, phenethylamine [41]
PrAO R. opacus Benzylamine, tyramine, phenylethylamine [44]
HDH-R  Rhizobium sp. Histamine [77]
AADH  A. faecalis Tyramine, phenethylamine [73]
MCO P. acidilactici CECT 5930 Tyramine [85]
MCO L. plantarum J16 (CECT 8944)  Tyramine, histamine, putrescine [86]
MCOW  W. cibaria 17 Histamine, tyramine, putrescine, cadaverine, tryptamine, phenethylamine, spermidine  [93]
MCOF L. fermentum Y29 Histamine, tyramine, putrescine, cadaverine, tryptamine, phenethylamine, spermidine  [93]
MCOB  B. amyloliquefaciens XJ03 Histamine, putrescine, cadaverine, tyramine, phenethylamine, tryptamine, spermidine ~ [93]

1: ND: B BAs fEfLIG1E
Note: ND: Catalytic activity for BAs was not detected
TEMIRFR 5 Horh & i S ALl 20 SR e R — o
3, AR ELEE MCO Il AO LK i it S il
AADHP® 5 A SRR, SR T2 7
FFE AADH AR TTQ, i &l K&,
DR 0k 5 5 0] S A T G2 e S AL A9 SR 2% K
T, FE MCO ARG T, AR FFLRR A
HARMA YNGR MCO 5 ZEH0F 1 i S T
(Bacillus amyloliquefaciens MCO , WP_088612302.1)
FAE—ERZ RN, A0 G5 SR L
(PrAO . HPAO)'5 HABME FAL B FIE L 7. TR
S AL 53 S T2 02 U 7 16 A0 05 7 R i) A i
3ol F I Z AR
5 AYIEREERENRIES 4 FU0E

By A TR BERE AR, AT A AR S
PUBEEE M SRR ORI m A BT RIB R 5T
it A A AR AT, TR RE o I e RO T

& FRI(A. aurescens) TC-1 1Y 3 PP AL A b
MEHIESS: AMAOL AREEALAEYIG; AMAO2 REfS
FIFHZ R AR R i, T EXE 2- 3L 2 . 1
J AN R B s = iEE , Hoh DL 2R3 2 R )
fF, S AT IAE] 400 U/mg. AMAO2 i AT LAFIFHE
JE AR B VE MR, (BRI T 2-K
W&, TR E s HE M AMAO3 AT LU
b 2-FEE M BERRFEPY . R, erythropolis
NCIMB 11540 i) JiF e f A il LI TE AT
PR RS, IR P R IR R R
1, H1 50 kD M IEdil; ERTA IRy, HXE
B RO R T, Callejon ZERFSY T R T
L. plantarum WIEELAIGEME, 4550 &I IERK ZH1A
AT 5 B 1) B TR I AN FE A 1 T A R AR TE
SRR, Dy AMIESE T % s AL A AR i
WRfRAE ST, T ELRR MRS e ™, SRIET P.
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acidilactici WEEHEEN, 778 K20 60 kD, 1E
pH 9.5 Fll pH 4.0 T o] LAREMERR R, ABTS WI{E R4
AR, it Fakok @ L. fermentum Y29,

Weissella cibaria 17 #1 B. amyloliquefaciens XJ03 f)
ZHi%E AL B MCOF, MCOW , MCOB, % #l (1%
WA T IEREAVE R m Ak R A, AR
TSP T B Z A AR Rk, Rk K
FIATAE) 3 545.7 U/LP, FEMCIERTZ |-, HAb#ESE
NGRS I MCOB 23BN 4 st , Hush
BTG KA E) 238.1 ULPYL, JRAFnk, alpfie
Yyl 1) 224 S AL g E T R B AT AR 2 Tl
AR R 3, R T3] A T £ it iR 5 2 S B 1)

BRI H, sl ikl LR s
MM AMRERTEE, IO 2T TR 25 5 ) 4
FER G, WA, AREFIETE F X F P
A FE AT BECRAIRIARE, B s A
15 pH AR EE RS E PESEIE By T 2 R I —E 1Y
FSERS BRI, AE SRR A W R A T LA
S RIRETE 32, PS5 240 AL
FHAR S Al R R F PR R
CARIDITEEIREN], KRR A B A W
MRS E PEANI SRR R, KRR AR IR A BE I A
BR, 3T AN — R R B T
WSS AR/DRESC 2R | Bl FL A o L 4R R AR

Paenarthrobacter aurescens AMAO1
(ABM07053.1)

Micrococcus rubens PuO
(P40974.1)

Rhodococcus erythropolis PuORh
(ABY74497.1)

Saccharomyces cerevisiae PAO
(NP_013733.1)

Synechocystis SynPAO
(Q6ZENT)

Rhizobium sp. HDH-R
(BAD54700.1)

Weissella confusa MCO
(WP_135391252.1)

Lactobacillus plantarum MCO
(AHN67998.1)

Limosilactobacillus fermentum MCO

(PLY18473.1)

Rhodococcus opacus PrAO
(ANS28818.1)

Paenarthrobacter aurescens AMAQO2
(ABM10002.1)

Arthrobacter aurescens AMAO3
(YP_950245.1)

Hansenula polymorpha
HPAO-2 (3LOY_A)

Hansenula polymorpha HPAO-1
(4EV2_A)

Escherichia coli PrAO
(BAA04900.1)

Alcaligenes faecalis AADH
(CAL23524.1)

Bacillus amyloliquefaciens MCO
(WP_088612302.1)

Pediococcus acidilactici MCO
(WP_159225271.1)

Bl 5 SYBRMEMEHL RSN

Figure 5 Analysis of evolutionary relationship of biogenic amines degrading enzymes

{E: ] MEGA 7.0.26 If) Clustal W JHREXT 18 Fft A= MU R BgfA T 2 P B LEXS . SRIE AR Neighbor-Joining (ND) T RGEA T
HEAEA . BRI EE (1 BSR4 6 R W BAR i A0 5 AR /3 HT(Bootstrap Test) 1 000 YFHTRIS . 55 B2 &N MMM NCBI
UniProtKB &35

Note: The alignment of 18 biogenic amines degrading enzymes was done with the ClustalW of MEGA 7.0.26. The phylogenetic tree of was

then constructed based on the Neighbor-Joining (NJ) method. The confidence interval of the genetic relationship of each protein was tested
by 1 000 times of bootstrap. The accession number of each protein in brackets was obtained from NCBI or UniProtKB
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SEMEFIR PR, Van Hellemond 25 %6 —F 5 i
SAALHE(PUORN)IEA T2 s AT A B, 287F Glu324
BRI T AL RCR 2 T R, AR T
HA: 7% PuORh ANHATEALREIRE ST, IR
W T IZ BRI A S & il e 7. Trudeau
S SRR SO IESE Glu216/Ser218 11
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