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Abstract
Probiotics are live bacteria that are beneficial to human health when consumed daily
in adequate doses. Lactobacillus is a probiotic bacterium widely used as a supplement
in fermented milks and other dairy products such as yoghurt. However, a steady rise in
lactose intolerant patients has prompted a surge in efforts to develop non-dairy probiotics.
Fruit juices, with their high sugar content, are good vehicles for probiotics but high acidity

reduces the cell count during storage. Many recent researches have focused on the survival of
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Lactobacillus in acidic conditions and found a variety of mechanisms adopted by each species

against low pH. These adaptations include buffering capacity of the cytoplasm, proton secretion

by H'-ATPase, amino acid decarboxylation and deimination, and alteration of cell membrane fatty

acids. Factors related to these systems are also important for cell survival. This article compiles

the latest findings on systems used by Lactobacillus to adapt and survive in acidic media.

Genetic factors associated with the systems are also discussed. The knowledge of the mechanical

differences of each species is useful for probiotic supplemented high acid food development.

Keywords: Acid Stress, Lactobacillus, Probiotic
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09 4.7 i Lﬁaagiuaﬂwa:ﬁLam 2.5 1fwan
90 w1l [46] WaNINKIINLNITUEAIEEN
J v 1 ]
1038% atpA TiaruauMIRIINUILL Y
O vadtawbwy H'-ATPase In1suaadoan
RO :
\WWuiwila L. rhamnosus GG aglugniaz
a A a A X a &
WaT 4.8 TIANILIAI00NVLIDUTIANTL
\ Ao o o A A o A ~
aglinpdamlafisununaninzilas 5.8
=S & % L% ] 1 '
[47] 3aduleyasiusuwimasg wihodes
+ v £ {
289 H'-ATPase 9:QnaiduINIuLilaay
WUS Lactobacillus agluan1izfiidunia
ag19lsRdud szt auvad H -ATPase
X ' o e v A
1w Lactobacillus CRSERHITMS FIRITRE Bt
ATLAAIDBNLATARINLALINULG AW

@

v & o .d S A 4o
BANANNULRN WD E ‘TGE]'H]L‘]J%&'J%%%G‘YW]'II%

6

AINURN &I’]iﬂi%ﬂ']i‘ﬂ%ﬂi(ﬂ“ﬂ AILAATRIUNUD

-

uanenanuly [43]
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52UU Glutamate Decarboxylation
Glutamate Decarboxylation 1J#n3zU2%
nmadsunsaezilunganan (Glutamate)
Tl Y -aminobutyric acid (GABA) lagms
N91uvadtawley Glutamate Decarboxylase
A
(GAD) @alunszuiwnisaziinslallsaan
a2y tanbwy GAD swiyanulanaly
6 a a 1 A v ::'
lwaadgaiilaauazldsanilan udazdnind
wanaanwlululdazsiavadsasnny &%
luadun3d GAD azvmshfiddnlunisdumu
A « & A
gnedunIaniouanisas laon1siUaun
‘é < v [
n§<mLumaﬁﬂ’nmﬂuﬂmlmmstu GABA
panudunsadinindunisaannudunsa

a A A 2
IwszuudnniIIniinantnitaainnisad
lsaowinlsludjisen nszuaumsbaswuld
lwalunidnanomunug 13U E. coli [48]
Listeria monocytogenes [49] uwazwu'le

A A A < a Ao
Iuwuafisonsauanannaly lapduide
RRNWANAFDUAMURINITO IUNNTE N

o ¢ ) Aa
NIAVBITIUAUE Lactobacillus luan11zil

1A 1 2 v a
wazlifinganuniande wazld@nwmies
fiawlod GAD awlddnga wudidana
uaneanuluudazaeius aauaadluansnam 1
wananimamliiAanmnaeiusluansun
SULININGALaN b GAD 2z lwanuaINnTn

lumInuniavasuuafisuaaadatnann [50]

A oA A ' ° . o &
AN T MNLDTVRUERNABNINNNUDY Glutamate decaboxylase 1w Lactobacillus RUNUDAN )

Species Optimum pH of GAD Loss activity of GAD References
L. brevis 40 - 5.0 7.0 [51]
L. brevis CGMCC 1306 4.4 5.2 [50]
L. brevis NCL912 4.0 6.5 [52]
L. reuteri 2.5 - [53]

nganumduluianazeiniaezilu
dl 10 I & dld o L= QI Ada
Alisudwuazidussndanuimayluieidin
Wa1UTRa LihasantneaTeslunszuannis
WYNUARTURANTZUINMT L% MIFIATIZH
1Uséu wazlnalalada (glycolysis) 1iludn
[54] dwiuanudianludiuniimunia
maogﬁuw%ﬁnzﬁu Lactobacillus 340873989
AUNTZUIUNNS decaboxylation lWiAaidu

é o v a

GABA davinlwiAanslaldsaanuazanninu
unsalulolanardaula Taunszuannig

Glutamate decarboxylase
Glutamate

v

o Aa & A < ]
WuﬁzﬂLﬂ@mulmNuNﬂ?qthﬂﬂdLL‘NN']ﬂﬂ'J']
Wuﬁ:l,au‘ua\‘mgmmﬂ ﬁ'ﬂﬁTNLﬂqﬂ"ﬂaﬂ GABA
a & Aa & o &
LRDYT U GABA ﬂLﬂ@Tuﬂ:ﬂﬂmUﬂﬂﬂuaﬂL‘ﬁﬂﬂ

—
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GINA1UTNIINNTVUSINGANUNIINABUEN
\NFITadHIUINY glutamate/GABA  antiport
= I A 3 1 [
oz unsuanidivungananidgioad
WiDUNUIUFI GABA 2BNUANITAANYANN
muluimadazgnidisuidu GABA
lavldsaan 1 laanaazidnrind §Asend
USnmaniuauidunuiaann (Ol-canbon)
1 6 a

VBIRUAIVANDA (carboxyl group) 1quLaqa

o Y a ;
paangaun uszlifaluanaues GABA Iu

AIRNNT

Gamma-aminobutyrate (GABA) + CO,

w%"auﬁ'umsﬁmﬁmmﬂuLaqasl,mil,ﬁ"ngjl,ﬁmff
Juiganseely [55]
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augIn1snbunIsnunsasnwme it
%:WUVLQyﬁLQVLﬂIuﬂ@"&Iﬁ!ﬁ%‘ﬂ%&l{ﬂ'aiiﬂua:
Insluledng I@muﬂm:uuﬁﬁﬂﬁq'&m’%ﬁ
mmsma@muamfs:ﬁLﬂuﬂmgﬂumuwwz
omauaz1wdng s lald [54] naln
mMsvuwes GAD azliiAgatesiuainy
mmmlumﬂﬂuﬁWLWa{maaﬂ§@1Luﬂ
W8e GABA 91N w3984 Karatzas (2012) la
nagauANNaINTD sl utWiWeTvesans
vwwes laglawsni 10% nsalalasaas’n
(HCI) wm'wmm:mwaaﬁy‘dﬂgmmﬂ
WaT GABA AfLaTaaadtnlounwlugisusn
INNTLIIRLOTVDIRITAZAILAARITI 3.0
ﬂ@@nmm:uammwmﬂuﬁwma{ﬁ'ﬁm‘w
lasdaslansaludSunmanninfs 3 i
lupsvin e Aievanasann 3.0 1w 2.0
WANTZUIWAT decaboxylation azifia’lad
fifordszunm 4.5 — 3.5 [56] agslsia
udazwumatauves GAD luadunidnans

Arginine Deiminase

L-Arginine + H,0

Ornithine Transcarbamoylase

L-Citruline + Pi >

Carbamate Kinase

Carbamyl Phosphate + ADP

mﬂﬁuﬁ: LANITHIIIUVBITLULAING 1D
g | @ o A A a A ¢ @
Tuag TUFNINWIATNEUY NIRUNTHandY
e lavlu E coli azwumainuvas
GAD lwszuunfiafiardnludinazsduszuy
811388 TeUNAWIe Minimal Medium [57]
wailw Listeria Monocytogenes azWUNIANH
289 GAD Law1zlua w13lauatTaUna
. \ 4 X & -
wazldwunisvineuilatio el minimal
medium Ltﬁa:ﬁﬂ'ﬁlﬁuﬂgmmif'mﬁaﬂ

532UU Deiminase Pathway

Arginine Deiminase Pathway
(ADI) L‘fluni:mumiﬁww’aﬂlugauw’i‘ﬂ‘
Lactobacillus lapazifadfAzuivinliifa
miuanvaslaiana arginine leidunanluiily
(NH)) LLazmsﬂi:nauﬁuﬂ lasandunIrineu
vasiau bl 3 ofa lduA Arginine Deiminase,
Ornithine Transcarbamoylase LLae Carbamate

Kinase lagfidauauvosmaialjisen aod

» Citruline + NH,

L-Ornithine + Carbamyl Phosphate

naunstafitaduaziiuladn arginine
1 luanaazilvifauenlufis 2 luana
Fouonluflodgniiduens Sevinlinalniliin
nalnddnduniefiezgrslunmsduniude
ama:ﬂmmaa@auﬂ%sﬂﬁ [58] 1NN
WYY NUEWUNTZLINMI ADI T Lactobacilus
WATURIIAWUS LTU L. sanfranciscensis,
L. brevis AM1, AM8, 10A, L. hilgradii 51B
Waz L. fructivoran W@lw L. plantarum B14
znunIiwvedtanladifius 2 wiia

» ATP+CO, +NH,

Tasliwun139191ua89 Carbamate Kinase
[59] lu Lactobacillus #19sENUTIZNLNT
AUV UL ADI N6n9nt lasdisnaawin
1uﬂ§'u Homofermentative Lactobacilli
A v [ 1A .
awonldantad alifiszuuaany arginine
a & oA e v e e
wilwirenguidoanufivonladandundu
WUISUU ADI [60] Waz€IWUININITHIN®
A x
yadtawlodudazrhaluszuy ADI azqu
'Y} o % A ' P
Audadvuiadendug 1w Usumnglas
luszuy lasluannnzifinglasdianlsd
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n1 3 phavziuldiiindlusnnizngles
g9 nnsanmlu Lo reuteri wun13vinanu
¢ X A a o '
vovewlogsdmlainglaaluszuudini
= o o
0.5% [58] TIs0aAaINUIIHINUIY
L. sakei inumarnusadeulodldafinglas
anududud [61] uazlw L. sanfranciscensis
nsfusesewladazngasalaiinglas
Imzuugan'jw 54 mM [59] &RTudTum
2NTLINBUITWUINUSU MmN TLauNa Y
' @ a vl .
wtwliruy ADI Wi laatw wazly Lactobacilus
o & ° va A '
UEBRREIZUY ADI Azvhiwlddidant
TugniazlseandaunananindIuam
« . Al 3 L < Qo té tdlo >
arginine lufsnrasangaiudasonionaany
lumanszguazun ADI lawlu Lactobacillus
A19EBRUTITWNUNNTHIIIUTEI ADI §98@
fanududuaas Arginine TszuuLANG19INY
(59, 61]
o aa A
W IINTEUINNIT ADI b U3 TR
> % a A v aa ] v
lumsdfudivasuuafiiieliseadinagld
lugn1eMdunsa waazTuNUNITAIH
989 ADI AMLaTAIINWInLUANISoa19a
ﬁ’uﬁ: PMNMITANENLINBATIFEIUEITHAAN DU
1 a v v
6149 lunszuauns ADI Hanuidudu
' o A A A ' A o A a
wand1eniuilauuafiivaglufaniadound
ARLOTANINU[62] AIUUILL AW LFINNTZLINANT
ADI 1Jussuunaeunt19iaiususan
a L dl dl v 1 o v
wazlifadoifeadaseguin dldszuy
ADI 84 Lactobacillus udnzauWugiinaw
1 Qo =3 o 1A v lﬂ. 1 l:l Qs
wand1arin Fadelaifideaufiuiuauiioany
ﬂﬁm‘ﬁﬁmm:@j’umﬁnmmaas:uu ADI
Mlrgsinsdnsng lnnsvinauzadszuy ADI
lw Lactobacillus mmﬁuf@mq RRRERIAITN
fnsunsaeziiludug Awuiiawneadany
mafavenluiomeluoss waztIuannIwy
Wunsanelulalanaadulaiionuaiise
dasagluromadonnidunia ldun Aspartate,
Leucine, Isoleucine, Valine Waz Glutamine
1Judw [63, 64]
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n1stddsundavasA Ussnauaay
\Woiugas
A 9 & A A ' 0w
e uimas uuanToLd ud1nd Ay
’Lumsag’samaaq’ﬁm’%ﬂuam’smmﬁamﬁa6]
lagtawizanznvinlwisasinnainuwnsua
LU amnn i WIIAuaaRluAN WIaA1NLeT
d' 1 nl' a A 6 v 1
Aldimuiay mswqaumwadagluama:
A A o &
AR AN UM T AU 8INITFIATIZH
A A A = A
TU3auuNITRaNgInanIn1TiUasuuUad
& o A o %
amﬂi:ﬂamjaonm"l,wulmuaﬁmﬂmamm
[65] nalnMTUAsuLUaIaInaLUTzna Ul
MIURINIATFEIRIWAUINGY AINNENIVBI
FIUANTUBH FLRUIVBINIAW cis-trans
isomerisation wazA13UTULURIUNTA buATH
Tudnadluidunsaludundlalaalusinn
(Cyclopropane Fatty Acid) Lilugauilsznay
luluana lasmsvhanuvasiawlesd Cyclopropane
Fatty Acid (CFA) synthase [66] waingslad
faBUNENTALRWNLINUNANTHINITURIDAN B
a A 4 A o &
°m<1me'lﬂmwwLﬁammmaa"l,ﬂmaammﬁmﬁma
fUsznauda8 CFA USunmgs WARIIBIR
a o A ot I Idl 1 s 1 v
Jonansudududunuisainn1sains CFA
A' ;I a nl' v 1 ¥ a a6
wauumummmaolumsmulmaumu
AALTRATOATIN MARNIZWIARDNT bt RaNZRY
U J/ 1 .
1@@2% 4% E. coli [67-68] Samonella
[69] LLﬂ:LLﬁJﬂﬁL’%&ij&J Lactobacillus \Jua1
ANTUUVBI Gomez uwazamzluidl 2000
' A £ \ oA o &
WUIIMTANDUVES CFA mulmuaqmmaa
a Aea A Aak o i
maagaummmanmmwmwlumumuﬂu
wWaldank1w wagsluannsnatuiunainle
uiTa [70] atn9lsAd@ CFA Iusnsdszneu
A a a ' A a
Afauadosaan1Tidaounlainiaail
\ o A o A '
vanniinsaladulyduad Gawuqdn CFA
RNNTNAUNIUGD Ozonolysis Uag Oxidation
AV oA R . wa a
w"[u;uusomnvlm Jenaingmantaniaad
289 CFA wazndusiudAnnaioasunis
s8N INENTANINENT [66]
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annsansluszaudnlu E. coli
1 a =S 1 2 1 6
wudniinifunuvaslsnautdgioas
4 o
LANTULAANNEINIIR AU YT en
DANWANLTAR LBENIIZNIARAGIRIDE1ININ
4 4 dd o o - ¢
Lo B uNLIAYITRINUNITRILATITH CFA
gnfitane [68] dmTuuuafiielungy
Lactobacillus 3zNUM S UAULURIDAIFIN
289030 luaiududuas liduds ndaliinm
CFA lwBadumad Waimadaglusmiziidunia
laslw L. coryniformis Si3 azwu CFA w#ia
X a £ L A o o oA &
18:1D9cis LANAURDENITnEf AN aINIZIRLY
ANLeT 4.5 [71] wazlu L. casei 1zwunIa lusin
a2 o a £ {
lyduanAntuuaziainueiiaiovesans
) & Yo a £
ANTUBURANNINTY UONMNALINUAITINNTH
289 CFA adilinpdAmiNawIslRusniias
& o v a = ™
3.5 mwinldiiannasiusludnsue
AANAINNFINIT I UNITFILAIIEH CFA
o v v J v
i liioaanunsaladiudnae [72]
a9 1InATINTaT AN IaINNITAN BV
Broadbent kazanztull 2010 Nldvinnsdnm
lw L. casei ATCC334 #ANiax 4.5
o A & o A o
ARUWLMIANTUVBINTA LAUBNAIUNY [73]
luuidenans g wlaansduiineidas
AUNII§ILAI1eH CFA 1w Lactobacillus
' A A a A
warwud Bu cfa Sadubufiaruquns
fuanzilanlmsd CFA synthase azgnnazeule
ModNlaTd g nmsansle L. rhamnosus
aSulunIinInesduaIna11 lywy
a & d '
nugasaaniiudwlafiorluszuugindy
5.0 [74] wananmsiawuesduiineidad
LAY FNIWLIARBNDHE ﬁﬁ;’&m’%ﬁmﬁmagﬁaﬁ
faulumsdaazd CFA (Waimadagluanniz
mdunsa annisdanslu L. helveticus
aA & Aa X . . '
AdosluamIndnia oleic uaz linoleic agjann
P o o & P S B ¢
azfinaliniidiieied CFA galiulilaiio
atflusnnaznia [75] uazlu L. sanfranciscensis
v & ' Aa A
FIATIER CFA HIUNITUIWNINNoaNTIa%
v A ) o
1606 luamen L helveticus azlEnszuiums

'
a

LA A va B} o & o &
nluflaanBianlddndy damaling 2 sevug
aRAMNRINITAlRNIINUNIAlaG1In UL B
YSunmeanTianluszuudniny [76]

w9y arursnaulnlaTatandg

) & a a e A
nizuauwn1idasiuimad vasafunidile
agluan1aziidunia lasn1sains CFA
A X { o ' ~ A a
Winduluiauioad weansafursiiuLda
ldnsenuses Ma uaz Marquis (1997)
::i veR 1 1 dl' v 6
nlddnminisuwivesldsaauimbaRuioad

' A a A ea o A o
wuInsnaduniddnsaladulydua 1
FAUILATFIEANTUBWARNN U1 T eI n
ﬂi:nauimﬁaﬁwmaﬁfagmn TIYRANIT
uwivedlurnaudngioad lalilomad uuay
lugazndanudunse [77]

a3U

Inslule@nd Lactobacillus iungu
wweiGefinudesnmanuidunsaluioaday
16d Tasnwuiranuaruisalunisnunsa
ﬁmwLLsm@mﬁu"l,iJ’fuﬁummﬁuf Wfasann
sropfinuafieildneuauesaasniiznia
fvarouvy dFesrwrvonyslaid wszuy
fuvafiseltluneaannuidunsalulala
wanady beun sntaanuiduiwinesues
lalawaradaies uazmanenenuidallsaau
gannioaslagiawlad H -ATPase #IoWaa
waslufioadumafidudrsnring §gensu
Tdsaeu lagldnszuiunis Decarboxylation
Waz Deimination wa9nsaasfily wananil
ﬁaﬁi:uuﬂaaﬁumw’nwaﬂﬂmauw”'lgi
waslagidsusasgrunsaluiusfindudm
wazlaidudlanunInGa CFA ﬁl,'i'iaﬁwnaﬁ
%ﬁzum"ms] wanflazrinewliniouiu
u Lactobacillus udazanuwug Funuilasy
@149 1T% szauntaTiulalanaiady
riauaziSinmveiniaeziiluluszuy gun)d
wazUSunmeendianluszuy 1Judu aifiu
I§srunuasasufiifsadastiuanuaunsa
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Vvdl‘b dl 1 ' 1 lﬁl lﬁl v A L d
lunsdfudndediuanizimidunsadan  agsdeiiias e udayalunisifanls
Trwannate dldnsfnsnalndindn sedugldiminzauiundanueiyduoudieg

X o & o A dAa a & 9
lu Lactobacilus aaWusa9g deley  Afduunduludagiu
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