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ABSTRACT
Kombucha, a fermented tea beverage with an acidic and effervescent taste, is
composed of a multispecies microbial ecosystem with complex interactions that are
characterized by both cooperation and conflict. In kombucha, a complex community
of bacteria and yeast initiates the fermentation of a starter tea (usually black or green
tea with sugar), producing a biofilm that covers the liquid over several weeks. This
happens through several fermentative phases that are characterized by cooperation
and competition among the microbes within the kombucha solution. Yeast produce
invertase as a public good that enables both yeast and bacteria to metabolize sugars.
Bacteria produce a surface biofilm which may act as a public good providing
protection from invaders, storage for resources, and greater access to oxygen for
microbes embedded within it. The ethanol and acid produced during the
fermentative process (by yeast and bacteria, respectively) may also help to protect the
system from invasion by microbial competitors from the environment. Thus,
kombucha can serve as a model system for addressing important questions about the
evolution of cooperation and conflict in diverse multispecies systems. Further, it has
the potential to be artificially selected to specialize it for particular human uses,
including the development of antimicrobial ecosystems and novel materials. Finally,
kombucha is easily-propagated, non-toxic, and inexpensive, making it an excellent
system for scientific inquiry and citizen science.

Subjects Evolutionary Studies, Food Science and Technology, Microbiology
Keywords Fermentation, Cooperation, Conflict, Competition, Symbiosis, Community, Biofilm,
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INTRODUCTION
Kombucha is a traditional tea beverage fermented by a symbiotic community of acetic acid
bacteria (AAB) (Acetobacteraceae) and osmophilic yeast (De Filippis et al., 2018). While
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the origins of the beverage are uncertain, records of the drink are found in early 19th
century Russia (Dufresne & Farnworth, 2000). There is variation on the specifics of
kombucha fermentation, but the typical process proceeds as follows: black or green tea is
brewed for at least 5 min, supplemented with sucrose (5–10% (w/v)), cooled to room
temperature (20 �C), and then inoculated with kombucha liquid (usually 10–20% (v/v))
from a previous batch (Jayabalan et al., 2014). A mature bacterial cellulose (BC) biofilm
from a previously brewed kombucha culture (often called a “mother” or SCOBY, for
Symbiotic Community of Bacteria and Yeast) is typically placed on top of the solution and
allowed to ferment for 10–14 days. The presence of a carbon source in the solution,
typically sucrose, initiates a cascade of metabolic processes that generates a carbonated and
slightly acidic drink at the end of the primary fermentation cycle. One of the more striking
aspects of the system is the floating cellulose pellicle that forms in tandem with
fermentation; this biofilm is produced by the bacteria and encapsulates a microbial
community within it (Marsh et al., 2014). The dominant bacterial genus in the system is
Komagataeibacter (formerly Gluconacetobacter, and prior to that, Acetobacter, Yamada
et al., 2012) (Marsh et al., 2014; Chakravorty et al., 2016) with numerous species identified
within various kombucha cultures. These include Komagataeibacter xylinus (Reva et al.,
2015; De Filippis et al., 2018), Komagataeibacter intermedius (Dos Santos et al., 2015; Reva
et al., 2015; Gaggìa et al., 2019), Komagataeibacter rhaeticus (Machado et al., 2016;
Semjonovs et al., 2017; Gaggìa et al., 2019), Komagataeibacter saccharivorans (Reva et al.,
2015; De Filippis et al., 2018), and Komagataeibacter kombuchae (Reva et al., 2015).
Another AAB genus often found in kombucha cultures is Gluconobacter (Reva et al., 2015;
Chakravorty et al., 2016; Gaggìa et al., 2019). The yeast species in the system are even more
variable, and can include yeast in the genera Zygosaccharomyces, Candida, Torulaspora,
Pichia, Brettanomyces/Dekkera, Schizosaccharomyces, and Saccharomyces (Mayser et al.,
1995; Teoh, Heard & Cox, 2004;Marsh et al., 2014; Jayabalan et al., 2014; Reva et al., 2015).
The microbial profiles of kombucha seem to vary partly based on geographical origin
(Mayser et al., 1995; Marsh et al., 2014), and the composition of the kombucha changes
over time as it progresses through fermentation (Marsh et al., 2014). This process involves
the enzymatic cleavage of sucrose and the subsequent processing of its monomer
components into ethanol, acids, cellulose, and carbon dioxide (Jayabalan et al., 2014;
Chakravorty et al., 2016). Brewed kombucha has antimicrobial properties that persist even
with neutralization of the solution to pH 7 and thermal denaturation at 80 �C for 30 min
(Sreeramulu, Zhu & Knol, 2000).

In this manuscript, we describe the potential uses of kombucha as a model system for
studying cooperative and competitive interactions, and we also discuss the potential
human uses of kombucha and kombucha-generated biofilms for nutrition, human health
and industrial applications.

SURVEY METHODOLOGY
This review was assembled via electronic searches on various platforms, including Google
Scholar, Web of Science, and PubMed. In order to gain a background understanding of
kombucha as a scientific model, searches were focused on the terminology adjacent to it
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and other fermented foods: “kombucha”, “kombucha tea,” “tea fungus,” “fermented tea,”
“fermentation,” “SCOBY,” “biofilm,” “pellicle,” Examples of other fermented foods were
examined as well, particularly those already used as model systems, such as sourdough and
yogurt. Further development of the literature collection used keywords associated with
microbial ecology and social interactions between microbes, such as: “cooperation,”
“conflict,” “symbiosis,” “syntrophy,” “cheater.”

Searches evolved to include aspects of the four phases of development known to occur
during kombucha fermentation: invertase production, ethanol fermentation, ethanol
oxidation and acidification, and biofilm formation; many of these sources primarily used
other organism models as references. Each of these sources provided a wealth of data far
beyond the scope of this paper, and thus were culled down to focus on the microorganisms
reported within the kombucha community. As the kombucha scientific literature remains
in its infancy, resources frequently led outside of the core focus of the paper and thus were
integrated only as required.

MICROBIAL MODEL SYSTEMS HELP RESEARCHERS
ADDRESS IMPORTANT THEORETICAL AND APPLIED
QUESTIONS
There is a precedent for using model microbial systems for studying the evolution of
cooperation, conflict and social behavior. Evolutionary biologists have used microbial
systems to tackle ecology questions that would otherwise be unfeasible at a macroscale,
such as exploring the selection pressures required for the evolution of cellular cooperation
in the form of multicellularity (Strassmann, Zhu & Queller, 2000; Ratcliff et al., 2012), as
well as adaptive radiation, diversification, and population fragmentation (Rainey &
Travisano, 1998; Habets et al., 2006). Microbial model systems can be easily altered via
genetic modifications and experimental evolution, and naturally produce many intriguing
behavioral patterns—such as foraging, dispersal, collective assembly via biofilms,
production of antagonistic chemicals, and quorum sensing (West et al., 2006), many of
which resemble social processes among animals. Microbial systems have also been used to
address phenomena that were originally developed to explain human interactions, such as
the Prisoner’s Dilemma (Greig & Travisano, 2004) and the Tragedy of the Commons
(MacLean, 2008).

However, most existing microbial model systems consist of systems with single species
or only a few species. Artificial microbial systems can also be limited in their applicability
to real world phenomena and their scalability to larger ecological questions (Jessup et al.,
2004). This is in contrast to natural microbial systems, which are highly diverse and within
which multispecies cooperation is likely to be complex. Despite advances in the ability of
microbiologists to bring previously “unculturable” microbes into the lab (Vartoukian,
Palmer & Wade, 2010) and the use of metagenomics and other “omics” approaches to
analyze complex communities (Franzosa et al., 2015), the complexity of natural systems
makes them difficult to reproduce and study in the laboratory (Wolfe & Dutton, 2015).
We promote the idea that a compromise between natural and artificial systems can be
found in fermented foods. They provide the ease of culturing microorganisms typical of
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simpler artificial systems, but include the diversity and complexity of natural systems. As a
result, fermented foods and beverages may balance the advantages and disadvantages of
natural and artificial systems.

Methods for propagating many fermented cultures are well-characterized due to their
long history of cultivation and domestication. Genetic information exists for many of the
microbes that are key to these fermentation processes and they have predictable cycles of
development and succession, allowing for highly reproducible results despite their relative
complexity (Wolfe & Dutton, 2015). During decades or centuries of domestication,
artificial selection also likely favored fermented foods with cultures that are resistant to
invasion by pathogenic species. The microbes in fermented foods produce factors that
control the growth of potential invaders (Steinkraus, 1997) and thus help to stabilize the
microbial population within the system. Researchers have found that kombucha does
indeed have antimicrobial properties, including activity against many human pathogens
(Greenwalt, Ledford & Steinkraus, 1998; Sreeramulu, Zhu & Knol, 2000). These features of
kombucha make it a tractable model of interspecies dynamics that has implications for
food preservation and for human health.

In this review, we provide a general overview of the cooperative and competitive
interactions that occur during kombucha fermentation. For example, yeast produce the
invertase enzyme which acts as a public good, breaking down sucrose that can then be used
by both yeast and bacteria. The bacteria produce cellulose that becomes the pellicle, which
may also act as a public good, protecting the liquid culture from colonization by
competitors, delaying desiccation, and possibly acting as a resource store. All of these
features of kombucha make it a promising model system for studying multispecies
cooperation. Some of these characteristics point to other potential human uses for
kombucha and kombucha-derived products, which we discuss at the end of the paper.

THE SOCIAL BIOCHEMISTRY OF KOMBUCHA
Kombucha brewing begins with a solution of “sweet tea” (typically 5–10% (w/v) sucrose
dissolved in brewed tea) and a small amount of kombucha starter culture (typically
10–20% liquid (v/v) and 2.5% biofilm (w/v)) from a previously fermented batch (Jayabalan
et al., 2014). The teas used as substrates for kombucha are variable. Black and green teas are
most commonly used, but are far from the only substrates tested (Jayabalan et al.,
2014; Villarreal-Soto et al., 2018). Other substrates include oolong, jasmine, and mulberry
teas (Talawat et al., 2006), rooibos (Gaggìa et al., 2019), coconut water (Watawana et al.,
2016), and teas produced from various medicinal herbs (Battikh, Bakhrouf & Ammar,
2012; Velićanski, Cvetković & Markov, 2013).

Regardless of the initial substrate composition, the starter culture itself provides the
main microbial inoculum into the solution. However, airborne or other environmental
microbes may interact with or become part of the solution and potentially contribute to the
microbial community. While the microbes ferment the substrate, enzymes produced by
the yeast cleave sucrose into glucose and fructose and convert these monomers into
ethanol and carbon dioxide. Next, bacterial enzymes oxidize ethanol, generating acetic acid
that results in an low pH environment. The bacteria also produce cellulose which leads to
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biofilm formation (Jayabalan et al., 2014; Chakravorty et al., 2016) (see Fig. 1). Below we
provide details about these metabolic processes and the microbial social interactions that
occur over the course of kombucha fermentation (see Table 1).

At the beginning of the kombucha fermentation process, yeast produce invertase which
cleaves the disaccharide sucrose to its monosaccharide components, glucose and fructose.
This phase appears to be the first opportunity for resource interaction between the
microorganisms, as the freely liberated monomers are accessible to any microbe as a
carbon source. Approximately 99% of the monosaccharides generated by Saccharomyces
sp. invertase diffuse into the environment before the producing yeast can import them
(Gore, Youk & Van Oudenaarden, 2009). Thus, neighboring cells receive the vast majority

Figure 1 Kombucha metabolism and microbial interactions. (A) Kombucha is brewed by adding tea
and table sugar to a small amount of kombucha starter which contains yeast and bacteria. These microbes
begin to break down the sugar, leading to a metabolic cascade that ends with a bubbly, acidic and slightly
alcoholic beverage. (B) During the process of fermentation, cooperative and competitive interactions
occur among microbes. The production of the public good invertase by yeast, the removal of waste
products through metabolization of alcohol and the generation of the cellulose pellicle by bacteria are
potentially cooperative functions. Antimicrobial metabolites, low pH, and the generation of a physical
barrier inhibit the growth of competitors. Full-size DOI: 10.7717/peerj.7565/fig-1
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of the monomers produced by invertase secreted by a focal cell, suggesting that the
production of invertase (and the resultant products) fits the classic definition of a
non-excludable public good.

While the invertase produced by yeast appears to be a cooperative good, some yeast do
not actually produce it (so called “cheaters”). Interestingly, a study with Saccharomyces
cerevisiae has shown that yeast phenotypes that produce invertase are found in higher
frequency than non-producer phenotypes when in the presence of Escherichia coli
(Celiker & Gore, 2012). In other words, when yeast are grown in co-culture with bacteria,
cooperative invertase-producing yeast outperform cheaters that do not produce invertase.
Celiker & Gore (2012) suggest that the rapid depletion of resources by bacteria leads to
a scarcity of sugar in the environment, which in turn increases the frequency of the
invertase-producing strain (since they are able to capture about 1% of the sugars they
produce, while non-invertase-producers are completely starved). Interestingly, during
kombucha brewing, bacteria rapidly transform many of these sugars into the cellulose
pellicle (see section below on resource storage). Thus it may be the case that bacteria—by
removing sugars from the solution and putting them into the pellicle—change the selective
pressures within the kombucha solution so as to favor invertase-producing strains of yeast.

After the yeast cleave sucrose into its component monomers using invertase, the yeast
begin consuming these sugars and producing ethanol. Ethanol can be harmful to both
yeast and bacteria, primarily via modifications to cellular membrane structure, function,
and integrity (for a review on microbial tolerance to alcohols, see Liu & Qureshi, 2009).
High levels of alcohol can threaten the viability of the microbes within kombucha.
Potentially harmful levels of ethanol are reduced by bacteria that oxidize it and excrete
acetic acid, thereby lowering the overall pH of the fermenting kombucha. These AAB that
are part of the kombucha are obligate aerobes, meaning that they need access to oxygen to
ferment (Saichana et al., 2015). In static conditions, production of the surface biofilm may

Table 1 Over the course of kombucha fermentation, microbes cooperate and compete.Many of these
processes lead to products that have potential human uses as antiseptics and biomaterials.

Stage of
fermentation

Competitive
interactions

Cooperative
interactions

Human uses

Yeast produce
invertase

Possible competition
over invertase

Yeast producing
invertase as a public
good

Invert sugar, various
fermentations

Yeast ferment sugars
into ethanol

Yeast inhibiting
competitors with
ethanol

Bacteria using ethanol
as nutrient

Ethanol as an
antiseptic and
intoxicant

Bacteria oxidize
ethanol to produce
acetic acid

Bacteria inhibiting
competitors with
acidification

Bacteria metabolizing
ethanol as an energy
source

Acid as an antiseptic

Bacteria produce
biofilm

Bacteria physically
blocking competitors
and creating anoxic
environment in
liquid

Spatially structuring
kin, possible resource
storage and
protection from
invading pathogens

Biomaterial, possibly
one which protects
from invasion by
pathogens
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increase access to oxygen for the microbes that are found within it, including yeast that are
embedded in the cellulosic matrix. This may be another example of cooperation between
yeast and bacteria that occurs during fermentation of the kombucha.

Some strains of Dekkera/Brettanomyces can also produce acetic acid in the presence of
oxygen (Ciani & Ferraro, 1997); however, it is yet unclear what proportion of final acid is
contributed by the yeast within kombucha. The dominant organic acids within the
community are acetic acid, gluconic acid, and glucuronic acid (Jayabalan et al., 2014;
De Filippis et al., 2018; Gaggìa et al., 2019), but additional acids have been detected and
quantified; these include lactic acid (Jayabalan, Marimuthu & Swaminathan, 2007;
Malbaša, Lončar & Djurić, 2008), citric acid (Jayabalan, Marimuthu & Swaminathan,
2007), malic acid, tartaric acid (Srihari & Satyanarayana, 2012) and a host of others (see
Jayabalan et al. (2014) for a comprehensive list).

The variety and abundance of acids produced in kombucha raises the question: is the
acid produced simply a waste product or does it provide some benefit for the microbes that
produce it? In general, low pH in the solution can select for microbes that are tolerant to
acid, while potential competitors and invaders are excluded or inhibited. Acid tolerant
yeast in kombucha (such as Dekkera/Brettanomyces) are able to survive and even thrive
within acidic conditions (Blomqvist, 2011; Steensels et al., 2015) that are deleterious to other
yeast genera. Similarly, AAB that are present in kombucha (such as Komagataeibacter)
are highly acid-tolerant, while other bacteria are far less tolerant and cannot survive in high
acid conditions (Trček, Mira & Jarboe, 2015). The ability of the kombucha community to
generate and tolerate these acidic conditions may provide an overall benefit in terms of
protecting the system from invasion by competitor microbes. Indeed, kombucha has been
found to be able to inhibit pathogens in vitro and part of this effect (though not all of it) has
been ascribed to its acidic character (Greenwalt, Ledford & Steinkraus, 1998; Sreeramulu,
Zhu & Knol, 2000).

THE BACTERIA-PRODUCED BIOFILM MIGHT PROVIDE
PROTECTION FROM INVASION AND ALLOW RESOURCE
STORAGE
The most conspicuous facet of the kombucha symbiosis is the SCOBY (though the
microbial community exists in the liquid culture as well as in the cellulosic biofilm).
The biofilm initially forms a thin layer on the top of the liquid, as small bacteria-produced
cellulose filaments rise to the top of the solution and aggregate together. The biofilm
becomes larger and stronger with subsequent fermentations, often forming multiple
pancake-like layers that are connected with filaments. Komagataeibacter xylinus, regarded
as a model species for BC production (Ross, Mayer & Benziman, 1991), has been
characterized as a core contributor to the cellulose production in some kombucha cultures
(Reva et al., 2015; De Filippis et al., 2018) and has been previously described as the
dominant species in regards to BC production in kombucha (Marsh et al., 2014). However,
recent studies have illustrated an even wider diversity of Komagataeibacter spp. in
kombucha than previously known. Interestingly, De Filippis et al. (2018) found that
Komagataeibacter xylinus dominates during fermentation in green or black tea at 20 �C,
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while Komagataeibacter saccharivorans has a growth advantage at 30 �C. As previously
mentioned, other members of this genus have also been identified in kombucha—these
include Komagataeibacter intermedius and Komagataeibacter rhaeticus which were found
to be abundant in green and black teas at 27 �C, while Gluconobacter entanii was identified
nearly exclusively in kombucha fermented with rooibos teas (Gaggìa et al., 2019). From
these studies, it is clear that the environment has an impact on the composition of
community members; there is no apparent “canonical” species composition across all
substrates and all culture conditions.

Accordingly, species of Acetobacter (Sievers et al., 1995; Chen & Liu, 2000; Dutta &
Gachhui, 2006; Zhang, Zhang & Xin, 2011), Gluconacetobacter spp. (Yang et al., 2008;
Trovatti et al., 2011) and Lactobacillus spp. (Wu, Gai & Ji, 2004; Zhang, Zhang & Xin,
2011) have also been found in kombucha cultures. For aerobic species that produce BC,
such as Komagataeibacter xylinus, agitated bioreactors increase cell growth and cellulose
yield by improving the oxygen transfer rate (Reiniati, Hrymak & Margaritis, 2017);
however, rather than forming a surface pellicle, agitation produces spherical or asterisk-
like particles of cellulose in the culture media (Bi et al., 2014; Singhsa, Narain &
Manuspiya, 2018). The optimal dissolved oxygen concentration for BC yield for a strain of
this bacteria was reported to be 10% in fed-batch cultures (Hwang et al., 1999), as greater
oxygen concentrations result in a shift toward gluconic acid production and reduced cell
viability, while lower concentrations reduce cell growth (Lee et al., 2014). Additionally, a
variety of carbon sources have been tested and shown to influence the production of BC,
with glucose, sucrose, fructose, mannitol, molasses, and various other organic wastes or
extracts serving as substrates (for comprehensive reviews on species, strains, carbon
sources, culture times, and cellulose yields, see Chawla et al., 2009; Shah et al., 2013; Jozala
et al., 2016). While glucose is the ideal biosynthetic building block for cellulose production
(Jozala et al., 2016), Komagataeibacter xylinus can convert it into gluconic acid via glucose
dehydrogenase, which has a detrimental effect on cellulose production (Kuo et al., 2016).
Interestingly, the addition of 1% (v/v) ethanol to a culture medium containing
Gluconacetobacter hansenii inhibited cell growth—but resulted in an increase of BC
production and a decline of non-cellulose producing mutants (Park, Jung & Park, 2003).
It is unclear whether the yeast-produced ethanol in kombucha communities could perform a
similar role with the bacterial partners, but this suggests an avenue for further exploration.

While the majority of focus has understandably been concentrated on the bacteria-
produced biofilm, yeast are known to produce biofilms as well, particularly when a part of
mixed species assemblages (Kawarai et al., 2007; Furukawa et al., 2010; León-Romero et al.,
2016). It is entirely possible that yeast are contributing to the biofilm structure in
kombucha as well. Dekkera/Brettanomyces have been shown to produce biofilms with
surface adherence properties directly affected by pH and sugar concentrations (Joseph
et al., 2007). These yeasts could also produce biofilms at different rates based on ploidy
status (Ishchuk et al., 2016). These factors could account for some of the non-uniformity
observed in the biofilms which grow as multiple layers with strands suspended down
(see Fig. 2).
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In addition to the physical thickness of the biofilm, the extracellular polymeric
substances (EPS) of the matrix can inhibit the diffusion of antibiotics or invading cells
(Stewart, 1996; Mah & O’Toole, 2001). The presence of this pellicle likely makes it more
difficult for microbes landing on the surface to access free sugars that are within the
kombucha solution. Williams & Cannon (1989) performed a battery of experiments to
study the environmental role of the pellicle, including: using in vitro UV irradiation
to show that the pellicle decreases the bacteria’s susceptibility to UV rays compared to
non-pellicle controls, using apple slices as a substrate to show that the pellicle works to retain
moisture in the environment, and that pellicle-forming bacteria strains are able to outgrow
other, unspecified wild strains of bacteria and molds. Additional experimental work is
needed to investigate whether the pellicle provides this protective function in kombucha.

Another possible benefit that the biofilm may provide is the storage of resources
(Jefferson, 2004). The biofilm is made of EPS (produced by microbes) which acts as a
reservoir of carbon (Flemming &Wingender, 2010). It can also include polysaccharides like
levan which may function as a storage molecule (Limoli, Jones & Wozniak, 2015), as

Figure 2 Typical appearance of kombucha biofilm. At the top of the image is the multi-species biofilm
which is made up of Komagataeibacter hansenii, Dekkera bruxellensis, Dekkera anomala, and Schizo-
saccharomyces pombe. Often, pendulous “strands” of material are seen dangling from the underside of the
biofilm as they are in this image. The liquid underneath the biofilm is tea undergoing fermentation.

Full-size DOI: 10.7717/peerj.7565/fig-2
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supported by studies on Pseudomonas syringae (Laue et al., 2006). This might allow it to
function as a resource storage system that can only be accessed by the kombucha-
associated bacteria and yeast inside the solution if/when sugars become unavailable (e.g., if
the system is not being fed fresh, sugar-rich tea). However, further research is necessary to
determine whether the pellicle is systematically broken down and used as a resource source
during “starvation” of the kombucha. In addition—and related to this hypothesis—it could
be that the removal of sugars from the solution by the bacteria creates an environment that
favors cooperative invertase-producing yeast over cheater strains (see the section above on
invertase; Celiker & Gore, 2012). In this way, the biofilm provides a resource storage
function and also may modify the selective pressures on yeast, favoring cooperation. If the
biofilm does indeed change the evolutionary dynamics within the system in ways that
inhibit cheaters, this would be an intriguing parallel with certain processes that happen in
multicellular bodies that encourage multicellular cooperation and inhibit cellular cheating
(Aktipis et al., 2015).

KOMBUCHA AS A MODEL SYSTEM FOR STUDYING
COOPERATION
Kombucha is characterized by many different social processes including public good
production and cooperation to exclude competitors. This makes it a useful model system for
understanding the evolution of cooperation, both in general terms and more specifically in
the context of cooperation in multispecies microbial systems. Some ostensibly mutually-
beneficial relationships may instead have evolved as indirect exploitation of each partner’s
waste products or represent by-products of otherwise selfish traits (West, Griffin & Gardner,
2007). There has also been discussion about whether strategies that permit the evolution of
cooperation in social groups, such as cheater detection and cheater punishment, occur in
microbial communities (Travisano & Velicer, 2004). Kombucha may be a good model
system to test for cheater control systems in microbes and also to investigate the evolution of
microbial traits that benefit other microbes.

Also, there is important work to be done to understand how multi-species cooperative
systems evolve. Kombucha may be a tractable system in which to study this process.
Theoretical models suggest that when cooperators get the benefits of interacting with one
another (through a process called behavioral assortment), cooperation becomes more
viable, regardless of whether individuals are related or even the same species (Fletcher &
Doebeli, 2009). Behavioral assortment occurs when cooperators have more interactions
with one another than with non-cooperators—and it is a general principle that can select
for the evolution of altruism in diverse systems (Fletcher & Doebeli, 2009). Behavioral
assortment is also at the heart of why strategies like “Walking Away” from non-
cooperators selects for cooperation in both partnerships (Aktipis, 2004) and groups
(Aktipis, 2011). Kombucha could provide a model system in which to experimentally test
these models and uncover the mechanisms that influence the evolution of cooperation in
multi-species systems.

A substantial body of work has focused on social interactions within biofilms, which run
the gamut from cooperative to competitive (for a review, see Nadell, Drescher & Foster,
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2016). As the vast majority of biological systems in the natural world exist as multi-species
communities, it is important for biofilm researchers to use models that reflect this reality
(Tan et al., 2017). The kombucha SCOBY offers an easily-reproducible platform to explore
questions about synergy and antagonism in multispecies interactions. While advances in
various “omics” technologies have allowed greater interrogation of such biofilms (Tan et al.,
2017; Burmølle et al., 2014), technical challenges remain; these include tracking and
maintaining various community members in mixed assemblages (Elias & Banin, 2012).
We argue that the well-characterized organisms often found in the kombucha community
could reduce the difficulties in such endeavors. Specifically, the substrates for cell growth are
well-established (see previous sections on teas and carbon sources), there are selective media
recipes designed to isolate various organisms in acidic or fermented conditions (Beuchat,
1993;Makdesi & Beuchat, 1996; Sharafi, Rasooli & Beheshti-Maal, 2010;Morneau, Zuehlke &
Edwards, 2011), and the organisms are already well-adapted to in vitro-like conditions.

Kombucha can also provide a model system for investigating the evolution of cooperation
among hosts and their microbes. There is growing interest in host-microbiome interactions
(Rosenberg & Zilber-Rosenberg, 2016) and the evolutionary consequences of cooperation
and conflict among hosts and their microbes (Alcock, Maley & Aktipis, 2014; Wasielewski,
Alcock & Aktipis, 2016; Foster et al., 2017). Kombucha might provide a model system for
certain aspects of the eukaryote-bacteria interactions that occur between hosts and their
microbiomes. Both kombucha and host-microbiome interactions involve a close association
between bacterial and eukaryotic cells. In kombucha, eukaryotes are represented by yeast
genera, which can include Zygosaccharomyces, Candida, Torulaspora, Pichia, Brettanomyces/
Dekkera, Schizosaccharomyces, and Saccharomyces (Mayser et al., 1995; Teoh, Heard &
Cox, 2004; Marsh et al., 2014; Jayabalan et al., 2014; Reva et al., 2015). There is a long
history of using yeast as a model system for human disease and health (Botstein, Chervitz
& Cherry, 1997), which suggests that it may be viable to use kombucha as a model
system for human health issues that involve interactions of the host eukaryotic cells
with bacteria.

FERMENTED FOODS ARE DIVERSE MICROBIAL
ECOSYSTEMS
Kombucha is not the only fermented food that is a potentially useful model system for
studying multispecies cooperation. Cheese rinds are diverse biofilms formed by bacteria
and fungi communities which are influenced by the various processing and aging steps
associated with cheese production (Wolfe et al., 2014). Despite the collection of samples
across 10 countries and 137 cheese types, Wolfe et al. (2014) show that these communities
were dominated by 14 bacterial and 10 fungal genera and demonstrate highly reproducible
successional dynamics across vast geographic distances. The adoption of cheese as a
model system has produced numerous intriguing findings, such as widespread horizontal
gene transfer in rind-associated bacteria (Bonham, Wolfe & Dutton, 2017) and fungi
(Ropars et al., 2015), characterization of a suite of “domestication” genes in a common
industrial milk fermenting bacterium (Passerini et al., 2010), the rapid experimental
evolution of “domesticated” Penicillium mutants during serial propagation on in vitro
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cheese agar (Bodinaku et al., 2019), and the application of lactococcal-produced
bacteriocins to influence the populations of starter bacteria and pathogenic contaminants
(Guinane et al., 2005).

Another fermented food that has been established as a useful model system is
sourdough. The production of sourdough involves an association between lactic acid
bacteria and yeast using flour (typically wheat or rye) as a carbon and energy source
(Gobbetti, 1998). Mature sourdough is the end product of a series of acidifying
fermentation steps initiated by a diverse assemblage of lactic acid bacteria (both facultative
and obligate heterofermentative as well as homofermentative species), aerobic gram-positive
and Gram-negative bacteria, Enterobacteriaceae, yeasts, and molds—that eventually
results in the dominance of a few obligate heterofermentative species of Lactobaccillus
(sometimes Leuconostoc) and yeast (Minervini et al., 2014). Commonly isolated species of
Lactobacillius bacteria include Lactobacilli sanfranciscensis, L. fermentum, L. plantarum,
L. brevis, L. rossiae, and other members of the same genus (see Huys, Daniel & De Vuyst,
2013; Minervini et al., 2014), while yeast species are more diverse and commonly include
Saccharomyces cerevisiae, Candida humilis, Kazachstania exigua, Pichia kudriavzevii,
Wickerhamomyces anomalus, and Torulaspora delbrueckii (De Vuyst et al., 2016). The
bacteria preferentially hydrolyze maltose and liberate glucose into the medium, allowing its
use by neighboring microbes (particularly maltose-negative species of yeast) and
stabilizing the cooperative interaction (De Vuyst & Neysens, 2005). Much like kombucha,
the nature and quality of the substrate (flour for sourdough) and the fermenting conditions
have a direct impact on the final community structure that develops, though the various
methods used to sample, isolate, and identify the microbes preclude a conclusive link
between a sourdough and its microbial consortia (De Vuyst et al., 2014). All of this
variation affects the genera and species involved at various stages of fermentation, which in
turn affects the final product (De Vuyst & Neysens, 2005).

Kefir may also be a useful fermented food for studying multispecies cooperation. It is a
fermented milk beverage propagated by a starter “grain” composed of a complex but stable
community of lactic acid bacteria, AAB, and yeast (Simova et al., 2002). As in kombucha and
sourdough, the yeast component of the kefir community varies, with Saccharomyces and
Candida as the genera most frequently identified, but it is also known to contain
Kluyveromyces (Farnworth, 2005). The kefir system appears to be characterized by cooperation
as well since yeast provide the bacteria with growth-promoting compounds (amino acids,
vitamins) during the early stages of fermentation, and the resulting bacterial products can be
exploited as a source of energy for the yeast (Loretan et al., 1998; Viljoen, 2001). These are just
some of the fermented foods that allow opportunities for examining cooperation and
competition in microbial communities—more generally, they may provide useful and
tractable experimental systems for studying these social and evolutionary dynamics.

KOMBUCHA AND OTHER FERMENTED FOODS MAY
PROVIDE BENEFITS TO HUMANS
Fermented foods have many potential benefits to humans and so understanding the
dynamics of cooperation and conflict among microbes in systems like kombucha can have
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important applications as well. In developing countries they already provide an important
source of protein and vitamins (Steinkraus, 1997). The microbes in fermented foods also
help protect the food from microorganisms that might otherwise spoil it—maintaining the
nutritional quality of the food and helping to keep it safe for human consumption for long
periods of time (Steinkraus, 1997). It is possible that kombucha may provide similar
benefits. In addition, due to the ability of kombucha to inhibit pathogen growth via acidity
(Greenwalt, Ledford & Steinkraus, 1998) and other mechanisms (Sreeramulu, Zhu & Knol,
2000; Bhattacharya et al., 2016; Shahbazi et al., 2018), kombucha and its constituents are
excellent candidates for developing novel agents to control pathogens and food-spoilage
microbes. This is a possibility we are currently exploring in our laboratory.

It is not yet known how kombucha influences human health, although tea polyphenols
have been shown elsewhere to confer health benefits (Dufresne & Farnworth, 2000)
including potentially decreasing cancer risk (Ann Beltz et al., 2006). During kombucha
fermentation, it was shown that the concentration of polyphenols first decreases and then
spikes at day 12, leading to higher levels of polyphenols than were originally in the
solution, possibly due to the release of additional catechins or enzymes by cell lysis
(Jayabalan, Marimuthu & Swaminathan, 2007). However, work by Gaggìa et al. (2019) has
shown that polyphenol content increases at first and then decreases over further
fermentation time. The type of tea and microbial population (and their interactions with
each other) seem to directly influence the level of polyphenols. It is possible that these
compounds in kombucha may have some positive effect on health, but more studies are
needed to identify these potential influences on health and the mechanisms underlying
them.

Cellulose biofilms produced by AAB—like the SCOBY in kombucha—have been
developed into useful materials for medical and textile purposes. For example, cellulose
biofilms have been developed for medical dressings (Lin et al., 2013), skin tissue repair
(Fu, Zhang & Yang, 2013), incorporation into composite materials (Shah et al., 2013), and
even clothing (Lee & Ghalachyan, 2015). These examples suggest that biofilms produced
by kombucha fermentation can be used in a variety of beneficial products.

THE ROLE OF VIRUSES IN FERMENTED FOODS IS
CURRENTLY UNKNOWN
An additional potential player in the cooperative and competitive dynamics inside
kombucha and other fermented foods is viruses. The role of viruses in fermented foods has
been largely unstudied due to challenges related to culturing, but recent advances have
been made with the widespread adoption of metagenomic technologies (Park et al., 2011).
Analysis of kimchi, sauerkraut, and fermented shrimp indicate that these foods contain
less complex viral communities than environmental samples, possibly due to their limited
microbial hosts (Park et al., 2011). Jung et al. (2011) found evidence that the phage burden
of the dominant bacteria during the late stages of kimchi fermentation has a direct impact
on bacterial abundance and accordingly affected the resulting community dynamics. In
sauerkraut, the succession of host bacteria—and their subsequent effects on fermentation—
may be directly influenced by the activity of their associated phages (Lu et al., 2003).
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Phages have not yet been studied in kombucha fermentation. But, given their presence in
other fermented foods, it is likely that they play a role in kombucha.

Not all viruses are harmful—in fact, a growing body of research shows that many viruses
may sometimes benefit their hosts (Roossinck, 2011, 2015). An intriguing topic for future
study is the possibility that phages and other viruses maintain conditions that permit
multispecies cooperation in kombucha and other fermented foods. Viruses have been
shown to slow down microbial cell cycles (Nascimento, Costa & Parkhouse, 2012) and alter
metabolism and the composition of metabolites that are produced (Sanchez & Lagunoff,
2015). These features may potentially stabilize microbial ecosystems during food
fermentation, perhaps inhibiting the proliferation of some microbes while allowing others.
Some viruses also have the capacity to restore intestinal morphology and mucosal
immunity of germfree or antibiotic-treated mice without causing disease (Kernbauer,
Ding & Cadwell, 2014), suggesting that they may also have a positive effect on host
epithelial cells during digestion. It is possible that viruses contribute to the stability and
viability of the ecological systems of fermented foods and the fermentation processes in
the gut microbiome. To the extent that viruses stabilize microbial communities, their
role in maintaining a microbial ecosystem favorable for viral growth may provide an
evolutionarily beneficial strategy for those viral strains. The role of viruses in multispecies
cooperative interactions has been underexplored and is worthy of future research.

CONCLUSIONS
Kombucha is a fermented tea that is brewed by combining sweet tea with a small amount
of kombucha starter which contains both yeast and bacteria. Over the course of
fermentation, the yeast and bacteria cooperate in many ways—some of which are known
and some which require further characterization—to metabolize resources and keep out
invading microbes. Kombucha offers a unique opportunity for exploring general questions
about the evolution of cooperation and also for exploring more specific questions about
cooperation in complex multispecies systems. The social lives of the microbes within the
community—particularly how they exchange resources, signal potential partners, or even
deter so-called “free-riders”—are exciting directions for future work. There are also many
potential applications of kombucha for human nutrition, material development, and even
for controlling the growth of harmful microbes.

ACKNOWLEDGEMENTS
The authors wish to thank the Microbiome and Behavior Project members and the
Cooperation and Conflict lab for discussion and insights during the development of this
article.

ADDITIONAL INFORMATION AND DECLARATIONS

Funding
Research reported in this article was supported by the National Cancer Institute of the
National Institutes of Health under Award Number U54CA217376 and John Templeton

May et al. (2019), PeerJ, DOI 10.7717/peerj.7565 14/22

http://dx.doi.org/10.7717/peerj.7565
https://peerj.com/


Foundation Grant Number 46724. The funders had no role in study design, data collection
and analysis, decision to publish, or preparation of the manuscript.

Grant Disclosures
The following grant information was disclosed by the authors:
National Cancer Institute of the National Institutes of Health: U54CA217376.
John Templeton Foundation: 46724.

Competing Interests
The authors declare that they have no competing interests.

Author Contributions
� Alexander May prepared figures and/or tables, authored or reviewed drafts of the paper,
approved the final draft.

� Shrinath Narayanan authored or reviewed drafts of the paper, approved the final draft.
� Joe Alcock approved the final draft, extensive discussions and emails.
� Arvind Varsani contributed reagents/materials/analysis tools, authored or reviewed
drafts of the paper, approved the final draft.

� Carlo Maley contributed reagents/materials/analysis tools, authored or reviewed drafts
of the paper, approved the final draft.

� Athena Aktipis contributed reagents/materials/analysis tools, prepared figures and/or
tables, authored or reviewed drafts of the paper, approved the final draft.

Data Availability
The following information was supplied regarding data availability:

The research in this article did not generate any data or code as it was collected from the
literature and represents a review of existing material synthesized into a new context.

REFERENCES
Aktipis CA. 2004. Know when to walk away: contingent movement and the evolution of

cooperation. Journal of Theoretical Biology 231(2):249–260 DOI 10.1016/j.jtbi.2004.06.020.

Aktipis CA. 2011. Is cooperation viable in mobile organisms? Simple walk away rule favors the
evolution of cooperation in groups. Evolution and Human Behavior 32(4):263–276
DOI 10.1016/j.evolhumbehav.2011.01.002.

Aktipis CA, Boddy AM, Jansen G, Hibner U, Hochberg ME, Maley CC, Wilkinson GS. 2015.
Cancer across the tree of life: cooperation and cheating in multicellularity. Philosophical
Transactions of the Royal Society B: Biological Sciences 370(1673):20140219
DOI 10.1098/rstb.2014.0219.

Alcock J, Maley CC, Aktipis CA. 2014. Is eating behavior manipulated by the gastrointestinal
microbiota? Evolutionary pressures and potential mechanisms. BioEssays: News and Reviews in
Molecular, Cellular and Developmental Biology 36(10):940–949 DOI 10.1002/bies.201400071.

Ann Beltz L, Kay Bayer D, Lynn Moss A, Mitchell Simet I. 2006. Mechanisms of cancer
prevention by green and black tea polyphenols. Anti-Cancer Agents in Medicinal Chemistry
6(5):389–406 DOI 10.2174/187152006778226468.

May et al. (2019), PeerJ, DOI 10.7717/peerj.7565 15/22

http://dx.doi.org/10.1016/j.jtbi.2004.06.020
http://dx.doi.org/10.1016/j.evolhumbehav.2011.01.002
http://dx.doi.org/10.1098/rstb.2014.0219
http://dx.doi.org/10.1002/bies.201400071
http://dx.doi.org/10.2174/187152006778226468
http://dx.doi.org/10.7717/peerj.7565
https://peerj.com/


Battikh H, Bakhrouf A, Ammar E. 2012. Antimicrobial effect of Kombucha analogues.
LWT—Food Science and Technology 47(1):71–77 DOI 10.1016/j.lwt.2011.12.033.

Beuchat LR. 1993. Selective media for detecting and enumerating foodborne yeasts. International
Journal of Food Microbiology 19(1):1–14 DOI 10.1016/0168-1605(93)90119-2.

Bhattacharya D, Bhattacharya S, Patra MM, Chakravorty S, Sarkar S, Chakraborty W, Koley H,
Gachhui R. 2016. Antibacterial activity of polyphenolic fraction of Kombucha against enteric
bacterial pathogens. Current Microbiology 73(6):885–896 DOI 10.1007/s00284-016-1136-3.

Bi J-C, Liu S-X, Li C-F, Li J, Liu L-X, Deng J, Yang Y-C. 2014. Morphology and structure
characterization of bacterial celluloses produced by different strains in agitated culture. Journal
of Applied Microbiology 117(5):1305–1311 DOI 10.1111/jam.12619.

Blomqvist J. 2011. Dekkera bruxellensis—a competitive yeast for ethanol production from
conventional and non-conventional substrates. Doctoral thesis, University of Agricultural
Sciences, Sweden.

Bodinaku I, Shaffer J, Connors AB, Steenwyk JL, Kastman E, Rokas A, Robbat A, Wolfe B.
2019. Rapid phenotypic and metabolomic domestication of wild Penicillium molds on cheese.
bioRxiv 647172 DOI 10.1101/647172.

Bonham KS, Wolfe BE, Dutton RJ. 2017. Extensive horizontal gene transfer in cheese-associated
bacteria. eLife 6:e22144 DOI 10.7554/eLife.22144.

Botstein D, Chervitz SA, Cherry JM. 1997. GENETICS: yeast as a model organism. Science
277(5330):1259–1260 DOI 10.1126/science.277.5330.1259.

Burmølle M, Ren D, Bjarnsholt T, Sørensen SJ. 2014. Interactions in multispecies
biofilms: do they actually matter? Trends in Microbiology 22(2):84–91
DOI 10.1016/j.tim.2013.12.004.

Celiker H, Gore J. 2012. Competition between species can stabilize public-goods cooperation
within a species. Molecular Systems Biology 8(1):621 DOI 10.1038/msb.2012.54.

Chakravorty S, Bhattacharya S, Chatzinotas A, Chakraborty W, Bhattacharya D, Gachhui R.
2016. Kombucha tea fermentation: microbial and biochemical dynamics. International Journal
of Food Microbiology 220:63–72 DOI 10.1016/j.ijfoodmicro.2015.12.015.

Chawla PR, Bajaj IB, Survase SA, Singhal RS. 2009.Microbial cellulose: fermentative production
and applications. Food Technology And Biotechnology 47(2):107–124.

Chen C, Liu BY. 2000. Changes in major components of tea fungus metabolites during prolonged
fermentation. Journal of Applied Microbiology 89(5):834–839
DOI 10.1046/j.1365-2672.2000.01188.x.

Ciani M, Ferraro L. 1997. Role of oxygen on acetic acid production by Brettanomyces/Dekkera in
winemaking. Journal of the Science of Food and Agriculture 75:489–495.

De Filippis F, Troise AD, Vitaglione P, Ercolini D. 2018. Different temperatures select distinctive
acetic acid bacteria species and promotes organic acids production during Kombucha tea
fermentation. Food Microbiology 73:11–16 DOI 10.1016/j.fm.2018.01.008.

De Vuyst L, Harth H, Van Kerrebroeck S, Leroy F. 2016. Yeast diversity of sourdoughs and
associated metabolic properties and functionalities. International Journal of Food Microbiology
239:26–34 DOI 10.1016/j.ijfoodmicro.2016.07.018.

De Vuyst L, Neysens P. 2005. The sourdough microflora: biodiversity and metabolic interactions.
Trends in Food Science & Technology 16(1–3):43–56 DOI 10.1016/j.tifs.2004.02.012.

De Vuyst L, Van Kerrebroeck S, Harth H, Huys G, Daniel H-M, Weckx S. 2014. Microbial
ecology of sourdough fermentations: diverse or uniform? Food Microbiology 37:11–29
DOI 10.1016/j.fm.2013.06.002.

May et al. (2019), PeerJ, DOI 10.7717/peerj.7565 16/22

http://dx.doi.org/10.1016/j.lwt.2011.12.033
http://dx.doi.org/10.1016/0168-1605(93)90119-2
http://dx.doi.org/10.1007/s00284-016-1136-3
http://dx.doi.org/10.1111/jam.12619
http://dx.doi.org/10.1101/647172
http://dx.doi.org/10.7554/eLife.22144
http://dx.doi.org/10.1126/science.277.5330.1259
http://dx.doi.org/10.1016/j.tim.2013.12.004
http://dx.doi.org/10.1038/msb.2012.54
http://dx.doi.org/10.1016/j.ijfoodmicro.2015.12.015
http://dx.doi.org/10.1046/j.1365-2672.2000.01188.x
http://dx.doi.org/10.1016/j.fm.2018.01.008
http://dx.doi.org/10.1016/j.ijfoodmicro.2016.07.018
http://dx.doi.org/10.1016/j.tifs.2004.02.012
http://dx.doi.org/10.1016/j.fm.2013.06.002
http://dx.doi.org/10.7717/peerj.7565
https://peerj.com/


Dos Santos RAC, Berretta AA, da Barud HS, Ribeiro SJL, González-García LN, Zucchi TD,
Goldman GH, Riaño-Pachón DM. 2015. Draft genome sequence of Komagataeibacter
intermedius strain AF2, a producer of cellulose, isolated from Kombucha tea. Genome
Announcements 3(6):2114 DOI 10.1128/genomeA.01404-15.

Dufresne C, Farnworth E. 2000. Tea, Kombucha, and health: a review. Food Research
International 33(6):409–421 DOI 10.1016/S0963-9969(00)00067-3.

Dutta D, Gachhui R. 2006. Novel nitrogen-fixing Acetobacter nitrogenifigens sp. nov., isolated
from Kombucha tea. International Journal of Systematic and Evolutionary Microbiology
56(8):1899–1903 DOI 10.1099/ijs.0.64101-0.

Elias S, Banin E. 2012. Multi-species biofilms: living with friendly neighbors. FEMS Microbiology
Reviews 36(5):990–1004 DOI 10.1111/j.1574-6976.2012.00325.x.

Farnworth ER. 2005. Kefir—a complex probiotic. Food Science Technology Bulletin: Functional
Foods 2(1):1–17 DOI 10.1616/1476-2137.13938.

Flemming H-C, Wingender J. 2010. The biofilm matrix. Nature Reviews Microbiology
8(9):623–633 DOI 10.1038/nrmicro2415.

Fletcher JA, Doebeli M. 2009. A simple and general explanation for the evolution of altruism.
Proceedings of the Royal Society B: Biological Sciences 276(1654):13–19
DOI 10.1098/rspb.2008.0829.

Foster KR, Schluter J, Coyte KZ, Rakoff-Nahoum S. 2017. The evolution of the host microbiome
as an ecosystem on a leash. Nature 548(7665):43–51 DOI 10.1038/nature23292.

Franzosa EA, Hsu T, Sirota-Madi A, Shafquat A, Abu-Ali G, Morgan XC, Huttenhower C.
2015. Sequencing and beyond: integrating molecular ‘omics’ for microbial community profiling.
Nature Reviews Microbiology 13(6):360–372 DOI 10.1038/nrmicro3451.

Fu L, Zhang J, Yang G. 2013. Present status and applications of bacterial cellulose-based materials
for skin tissue repair. Carbohydrate Polymers 92(2):1432–1442
DOI 10.1016/j.carbpol.2012.10.071.

Furukawa S, Yoshida K, Ogihara H, Yamasaki M, Morinaga Y. 2010. Mixed-species biofilm
formation by direct cell-cell contact between brewing yeasts and lactic acid bacteria. Bioscience,
Biotechnology, and Biochemistry 74(11):2316–2319 DOI 10.1271/bbb.100350.

Gaggìa F, Baffoni L, Galiano M, Nielsen DS, Jakobsen RR, Castro-Mejía JL, Bosi S, Truzzi F,
Musumeci F, Dinelli G, Di Gioia D. 2019. Kombucha beverage from green, black and rooibos
teas: a comparative study looking at microbiology, chemistry and antioxidant activity. Nutrients
11(1):1 DOI 10.3390/nu11010001.

Gobbetti M. 1998. The sourdough microflora: interactions of lactic acid bacteria and yeasts. Trends
in Food Science & Technology 9(7):267–274 DOI 10.1016/S0924-2244(98)00053-3.

Gore J, Youk H, Van Oudenaarden A. 2009. Snowdrift game dynamics and facultative cheating in
yeast. Nature 459(7244):253–256 DOI 10.1038/nature07921.

Greenwalt CJ, Ledford RA, Steinkraus KH. 1998. Determination and characterization of the
antimicrobial activity of the fermented tea Kombucha. LWT—Food Science and Technology
31(3):291–296 DOI 10.1006/fstl.1997.0354.

Greig D, Travisano M. 2004. The prisoner’s dilemma and polymorphism in yeast SUC genes.
Proceedings of the Royal Society of London. Series B: Biological Sciences 3(supp 3):S25–S26
DOI 10.1098/rsbl.2003.0083.

Guinane CM, Cotter PD, Hill C, Ross RP. 2005. Microbial solutions to microbial problems;
lactococcal bacteriocins for the control of undesirable biota in food. Journal of Applied
Microbiology 98(6):1316–1325 DOI 10.1111/j.1365-2672.2005.02552.x.

May et al. (2019), PeerJ, DOI 10.7717/peerj.7565 17/22

http://dx.doi.org/10.1128/genomeA.01404-15
http://dx.doi.org/10.1016/S0963-9969(00)00067-3
http://dx.doi.org/10.1099/ijs.0.64101-0
http://dx.doi.org/10.1111/j.1574-6976.2012.00325.x
http://dx.doi.org/10.1616/1476-2137.13938
http://dx.doi.org/10.1038/nrmicro2415
http://dx.doi.org/10.1098/rspb.2008.0829
http://dx.doi.org/10.1038/nature23292
http://dx.doi.org/10.1038/nrmicro3451
http://dx.doi.org/10.1016/j.carbpol.2012.10.071
http://dx.doi.org/10.1271/bbb.100350
http://dx.doi.org/10.3390/nu11010001
http://dx.doi.org/10.1016/S0924-2244(98)00053-3
http://dx.doi.org/10.1038/nature07921
http://dx.doi.org/10.1006/fstl.1997.0354
http://dx.doi.org/10.1098/rsbl.2003.0083
http://dx.doi.org/10.1111/j.1365-2672.2005.02552.x
http://dx.doi.org/10.7717/peerj.7565
https://peerj.com/


Habets MGJL, Rozen DE, Hoekstra RF, De Visser JAGM. 2006. The effect of population
structure on the adaptive radiation of microbial populations evolving in spatially
structured environments. Ecology Letters 9(9):1041–1048
DOI 10.1111/j.1461-0248.2006.00955.x.

Huys G, Daniel H-M, De Vuyst L. 2013. Taxonomy and biodiversity of Sourdough yeasts and
lactic acid bacteria. In: Gobbetti M, Gänzle M, eds. Handbook on Sourdough Biotechnology.
Boston: Springer, 105–154.

Hwang JW, Yang YK, Hwang JK, Pyun YR, Kim YS. 1999. Effects of pH and dissolved oxygen on
cellulose production by Acetobacter xylinum BRC5 in agitated culture. Journal of Bioscience and
Bioengineering 88(2):183–188 DOI 10.1016/S1389-1723(99)80199-6.

Ishchuk OP, Vojvoda Zeljko T, Schifferdecker AJ, Mebrahtu Wisén S, Hagström Å.K,
Rozpędowska E, Rørdam Andersen M, Hellborg L, Ling Z, Sibirny AA, Piškur J. 2016. Novel
centromeric loci of the wine and beer yeast Dekkera bruxellensis CEN1 and CEN2. PLOS ONE
11(8):e0161741 DOI 10.1371/journal.pone.0161741.

Jayabalan R, Malbaša RV, Lončar ES, Vitas JS, Sathishkumar M. 2014. A review on Kombucha
tea—microbiology, composition, fermentation, beneficial effects, toxicity, and tea fungus.
Comprehensive Reviews in Food Science and Food Safety 13(4):538–550
DOI 10.1111/1541-4337.12073.

Jayabalan R, Marimuthu S, Swaminathan K. 2007. Changes in content of organic acids and tea
polyphenols during kombucha tea fermentation. Food Chemistry 102(1):392–398
DOI 10.1016/j.foodchem.2006.05.032.

Jefferson KK. 2004. What drives bacteria to produce a biofilm? FEMS Microbiology Letters
236(2):163–173 DOI 10.1111/j.1574-6968.2004.tb09643.x.

Jessup CM, Kassen R, Forde SE, Kerr B, Buckling A, Rainey PB, Bohannan BJM. 2004. Big
questions, small worlds: microbial model systems in ecology. Trends in Ecology & Evolution
19(4):189–197 DOI 10.1016/j.tree.2004.01.008.

Joseph CML, Kumar G, Su E, Bisson LF. 2007. Adhesion and biofilm production by wine isolates
of Brettanomyces bruxellensis. American Journal of Enology and Viticulture 58:373–378.

Jozala AF, De Lencastre-Novaes LC, Lopes AM, De Carvalho Santos-Ebinuma V, Mazzola PG,
Pessoa A Jr, Grotto D, Gerenutti M, Chaud MV. 2016. Bacterial nanocellulose production and
application: a 10-year overview. Applied Microbiology and Biotechnology 100(5):2063–2072
DOI 10.1007/s00253-015-7243-4.

Jung JY, Lee SH, Kim JM, Park MS, Bae J-W, Hahn Y, Madsen EL, Jeon CO. 2011.Metagenomic
analysis of kimchi, a traditional Korean fermented food. Applied and Environmental
Microbiology 77(7):2264–2274 DOI 10.1128/AEM.02157-10.

Kawarai T, Furukawa S, Ogihara H, Yamasaki M. 2007. Mixed-species biofilm formation by
lactic acid bacteria and rice wine yeasts. Applied and Environmental Microbiology
73(14):4673–4676 DOI 10.1128/AEM.02891-06.

Kernbauer E, Ding Y, Cadwell K. 2014. An enteric virus can replace the beneficial function of
commensal bacteria. Nature 516(7529):94–98 DOI 10.1038/nature13960.

Kuo C-H, Chen J-H, Liou B-K, Lee C-K. 2016. Utilization of acetate buffer to improve bacterial
cellulose production by Gluconacetobacter xylinus. Food Hydrocolloids 53:98–103
DOI 10.1016/j.foodhyd.2014.12.034.

Laue H, Schenk A, Li H, Lambertsen L, Neu TR, Molin S, Ullrich MS. 2006. Contribution of
alginate and levan production to biofilm formation by Pseudomonas syringae. Microbiology
152(10):2909–2918 DOI 10.1099/mic.0.28875-0.

May et al. (2019), PeerJ, DOI 10.7717/peerj.7565 18/22

http://dx.doi.org/10.1111/j.1461-0248.2006.00955.x
http://dx.doi.org/10.1016/S1389-1723(99)80199-6
http://dx.doi.org/10.1371/journal.pone.0161741
http://dx.doi.org/10.1111/1541-4337.12073
http://dx.doi.org/10.1016/j.foodchem.2006.05.032
http://dx.doi.org/10.1111/j.1574-6968.2004.tb09643.x
http://dx.doi.org/10.1016/j.tree.2004.01.008
http://dx.doi.org/10.1007/s00253-015-7243-4
http://dx.doi.org/10.1128/AEM.02157-10
http://dx.doi.org/10.1128/AEM.02891-06
http://dx.doi.org/10.1038/nature13960
http://dx.doi.org/10.1016/j.foodhyd.2014.12.034
http://dx.doi.org/10.1099/mic.0.28875-0
http://dx.doi.org/10.7717/peerj.7565
https://peerj.com/


Lee K-Y, Buldum G, Mantalaris A, Bismarck A. 2014. More than meets the eye in bacterial
cellulose: biosynthesis, bioprocessing, and applications in advanced fiber composites.
Macromolecular Bioscience 14(1):10–32 DOI 10.1002/mabi.201300298.

Lee Y-A, Ghalachyan A. 2015. RETHINK: wearing Kombucha in Santa Fe. In: International
Textile and Apparel Association Annual Conference Proceedings 2015, Santa Fe, New Mexico,
USA, 95. Available at https://lib.dr.iastate.edu/itaa_proceedings/2015/design/95 (accessed
November 2017).

León-Romero Á, Domínguez-Manzano J, Garrido-Fernández A, Arroyo-López FN,
Jiménez-Díaz R. 2016. Formation of in vitro mixed-species biofilms by Lactobacillus
pentosus and yeasts isolated from Spanish-style green table olive fermentations. Applied and
Environmental Microbiology 82(2):689–695 DOI 10.1128/AEM.02727-15.

Limoli DH, Jones CJ, Wozniak DJ. 2015. Bacterial extracellular polysaccharides in biofilm
formation and function. Microbiology Spectrum 3(3):MB-0011-2014
DOI 10.1128/microbiolspec.MB-0011-2014.

Lin W-C, Lien C-C, Yeh H-J, Yu C-M, Hsu S-H. 2013. Bacterial cellulose and bacterial cellulose–
chitosan membranes for wound dressing applications. Carbohydrate Polymers 94(1):603–611
DOI 10.1016/j.carbpol.2013.01.076.

Liu S, Qureshi N. 2009. How microbes tolerate ethanol and butanol. New Biotechnology
26(3–4):117–121 DOI 10.1016/j.nbt.2009.06.984.

Loretan T, Viljoen BC, Mostert JF, Vogel A-M, Jordaan HF du P. 1998. A preliminary study on
the diversity and technological properties of indigenous traditional South African fermented
milk. In: Jakobsen M, Narvhus J, Viljoen BC, eds. Yeasts in the Dairy Industry: Positive and
Negative Aspects. Proceedings of IDF Symposium. Copenhagen: International Dairy Federation,
178–182.

Lu Z, Breidt F, Plengvidhya V, Fleming HP. 2003. Bacteriophage ecology in commercial
sauerkraut fermentations. Applied and Environmental Microbiology 69(6):3192–3202
DOI 10.1128/AEM.69.6.3192-3202.2003.

Machado RTA, Gutierrez J, Tercjak A, Trovatti E, Uahib FGM, De Moreno GP, Nascimento AP,
Berreta AA, Ribeiro SJL, Barud HS. 2016. Komagataeibacter rhaeticus as an alternative
bacteria for cellulose production. Carbohydrate Polymers 152:841–849
DOI 10.1016/j.carbpol.2016.06.049.

MacLean RC. 2008. The tragedy of the commons in microbial populations: insights from
theoretical, comparative and experimental studies. Heredity 100(5):471–477
DOI 10.1038/sj.hdy.6801073x.

Mah TF, O’Toole GA. 2001. Mechanisms of biofilm resistance to antimicrobial agents. Trends in
Microbiology 9(1):34–39 DOI 10.1016/S0966-842X(00)01913-2.

Makdesi AK, Beuchat LR. 1996. Performance of selective media for enumerating
Zygosaccharomyces bailii in acidic foods and beverages. Journal of Food Protection
59(6):652–656 DOI 10.4315/0362-028X-59.6.652.

Malbaša R, Lončar E, Djurić M. 2008. Comparison of the products of Kombucha
fermentation on sucrose and molasses. Food Chemistry 106(3):1039–1045
DOI 10.1016/j.foodchem.2007.07.020.

Marsh AJ, O’Sullivan O, Hill C, Ross RP, Cotter PD. 2014. Sequence-based analysis of the
bacterial and fungal compositions of multiple kombucha (tea fungus) samples. Food
Microbiology 38:171–178 DOI 10.1016/j.fm.2013.09.003.

Mayser P, Fromme S, Leitzmann C, Gründer K. 1995. The yeast spectrum of the ‘tea fungus
Kombucha’. Mycoses 38(7–8):289–295 DOI 10.1111/j.1439-0507.1995.tb00410.x.

May et al. (2019), PeerJ, DOI 10.7717/peerj.7565 19/22

http://dx.doi.org/10.1002/mabi.201300298
https://lib.dr.iastate.edu/itaa_proceedings/2015/design/95
http://dx.doi.org/10.1128/AEM.02727-15
http://dx.doi.org/10.1128/microbiolspec.MB-0011-2014
http://dx.doi.org/10.1016/j.carbpol.2013.01.076
http://dx.doi.org/10.1016/j.nbt.2009.06.984
http://dx.doi.org/10.1128/AEM.69.6.3192-3202.2003
http://dx.doi.org/10.1016/j.carbpol.2016.06.049
http://dx.doi.org/10.1038/sj.hdy.6801073x
http://dx.doi.org/10.1016/S0966-842X(00)01913-2
http://dx.doi.org/10.4315/0362-028X-59.6.652
http://dx.doi.org/10.1016/j.foodchem.2007.07.020
http://dx.doi.org/10.1016/j.fm.2013.09.003
http://dx.doi.org/10.1111/j.1439-0507.1995.tb00410.x
http://dx.doi.org/10.7717/peerj.7565
https://peerj.com/


Minervini F, De Angelis M, Di Cagno R, Gobbetti M. 2014. Ecological parameters influencing
microbial diversity and stability of traditional sourdough. International Journal of Food
Microbiology 171:136–146 DOI 10.1016/j.ijfoodmicro.2013.11.021.

Morneau AD, Zuehlke JM, Edwards CG. 2011. Comparison of media formulations used to
selectively cultivate Dekkera/Brettanomyces. Letters in Applied Microbiology 53(4):460–465
DOI 10.1111/j.1472-765X.2011.03133.x.

Nadell CD, Drescher K, Foster KR. 2016. Spatial structure, cooperation and competition in
biofilms. Nature Reviews Microbiology 14(9):589–600 DOI 10.1038/nrmicro.2016.84.

Nascimento R, Costa H, Parkhouse RME. 2012. Virus manipulation of cell cycle. Protoplasma
249(3):519–528 DOI 10.1007/s00709-011-0327-9.

Park JK, Jung JY, Park YH. 2003. Cellulose production by Gluconacetobacter hansenii in a
medium containing ethanol. Biotechnology Letters 25(24):2055–2059
DOI 10.1023/B:BILE.0000007065.63682.18.

Park E-J, Kim K-H, Abell GCJ, Kim M-S, Roh SW, Bae J-W. 2011. Metagenomic analysis of
the viral communities in fermented foods. Applied and Environmental Microbiology
77(4):1284–1291 DOI 10.1128/AEM.01859-10.

Passerini D, Beltramo C, Coddeville M, Quentin Y, Ritzenthaler P, Daveran-Mingot M-L, Le
Bourgeois P. 2010. Genes but not genomes reveal bacterial domestication of Lactococcus lactis.
PLOS ONE 5(12):e15306 DOI 10.1371/journal.pone.0015306.

Rainey PB, Travisano M. 1998. Adaptive radiation in a heterogeneous environment. Nature
394(6688):69–72 DOI 10.1038/27900.

Ratcliff WC, Denison RF, Borrello M, Travisano M. 2012. Experimental evolution of
multicellularity. Proceedings of the National Academy of Sciences of the United States of America
109(5):1595–1600 DOI 10.1073/pnas.1115323109.

Reiniati I, Hrymak AN, Margaritis A. 2017. Kinetics of cell growth and crystalline nanocellulose
production by Komagataeibacter xylinus. Biochemical Engineering Journal 127:21–31
DOI 10.1016/j.bej.2017.07.007.

Reva ON, Zaets IE, Ovcharenko LP, Kukharenko OE, Shpylova SP, Podolich OV, De Vera J-P,
Kozyrovska NO. 2015. Metabarcoding of the kombucha microbial community grown in
different microenvironments. AMB Express 5(1):124 DOI 10.1186/s13568-015-0124-5.

Roossinck MJ. 2011. The good viruses: viral mutualistic symbioses. Nature Reviews Microbiology
9(2):99–108 DOI 10.1038/nrmicro2491.

Roossinck MJ. 2015. Move over, bacteria! Viruses make their mark as mutualistic microbial
symbionts. Journal of Virology 89(13):6532–6535 DOI 10.1128/JVI.02974-14.

Ropars J, Rodríguez de la Vega RC, López-Villavicencio M, Gouzy J, Sallet E, Dumas É,
Lacoste S, Debuchy R, Dupont J, Branca A, Giraud T. 2015. Adaptive horizontal gene
transfers between multiple cheese-associated fungi. Current Biology 25(19):2562–2569
DOI 10.1016/j.cub.2015.08.025.

Rosenberg E, Zilber-Rosenberg I. 2016. Microbes drive evolution of animals and plants: the
hologenome concept. mBio 7(2):e01395 DOI 10.1128/mBio.01395-15.

Ross P, Mayer R, Benziman M. 1991. Cellulose biosynthesis and function in bacteria.
Microbiological Reviews 55:35–58.

Saichana N, Matsushita K, Adachi O, Frébort I, Frebortova J. 2015. Acetic acid bacteria:
a group of bacteria with versatile biotechnological applications. Biotechnology Advances
33(6):1260–1271 DOI 10.1016/j.biotechadv.2014.12.001.

Sanchez EL, Lagunoff M. 2015. Viral activation of cellular metabolism. Virology 479–480:609–618
DOI 10.1016/j.virol.2015.02.038.

May et al. (2019), PeerJ, DOI 10.7717/peerj.7565 20/22

http://dx.doi.org/10.1016/j.ijfoodmicro.2013.11.021
http://dx.doi.org/10.1111/j.1472-765X.2011.03133.x
http://dx.doi.org/10.1038/nrmicro.2016.84
http://dx.doi.org/10.1007/s00709-011-0327-9
http://dx.doi.org/10.1023/B:BILE.0000007065.63682.18
http://dx.doi.org/10.1128/AEM.01859-10
http://dx.doi.org/10.1371/journal.pone.0015306
http://dx.doi.org/10.1038/27900
http://dx.doi.org/10.1073/pnas.1115323109
http://dx.doi.org/10.1016/j.bej.2017.07.007
http://dx.doi.org/10.1186/s13568-015-0124-5
http://dx.doi.org/10.1038/nrmicro2491
http://dx.doi.org/10.1128/JVI.02974-14
http://dx.doi.org/10.1016/j.cub.2015.08.025
http://dx.doi.org/10.1128/mBio.01395-15
http://dx.doi.org/10.1016/j.biotechadv.2014.12.001
http://dx.doi.org/10.1016/j.virol.2015.02.038
http://dx.doi.org/10.7717/peerj.7565
https://peerj.com/


Semjonovs P, Ruklisha M, Paegle L, Saka M, Treimane R, Skute M, Rozenberga L, Vikele L,
Sabovics M, Cleenwerck I. 2017. Cellulose synthesis by Komagataeibacter rhaeticus strain
P 1463 isolated from Kombucha. Applied Microbiology and Biotechnology 101(3):1003–1012
DOI 10.1007/s00253-016-7761-8.

Shah N, Ul-Islam M, Khattak WA, Park JK. 2013. Overview of bacterial cellulose composites:
a multipurpose advanced material. Carbohydrate Polymers 98(2):1585–1598
DOI 10.1016/j.carbpol.2013.08.018.

Shahbazi H, Hashemi Gahruie H, Golmakani M-T, Eskandari MH, Movahedi M. 2018. Effect of
medicinal plant type and concentration on physicochemical, antioxidant, antimicrobial, and
sensorial properties of kombucha. Food Science & Nutrition 6(8):2568–2577
DOI 10.1002/fsn3.873.

Sharafi S, Rasooli I, Beheshti-Maal K. 2010. Isolation, characterization and optimization of
indigenous acetic acid bacteria and evaluation of their preservation methods. Iranian Journal of
Microbiology 2:38–45.

Sievers M, Lanini C, Weber A, Schuler-Schmid U, Teuber M. 1995. Microbiology and
fermentation balance in a Kombucha beverage obtained from a tea fungus fermentation.
Systematic and Applied Microbiology 18(4):590–594 DOI 10.1016/S0723-2020(11)80420-0.

Simova E, Beshkova D, Angelov A, Hristozova T, Frengova G, Spasov Z. 2002. Lactic acid
bacteria and yeasts in kefir grains and kefir made from them. Journal of Industrial Microbiology
& Biotechnology 28(1):1–6 DOI 10.1038/sj/jim/7000186.

Singhsa P, Narain R, Manuspiya H. 2018. Physical structure variations of bacterial cellulose
produced by different Komagataeibacter xylinus strains and carbon sources in static and agitated
conditions. Cellulose 25(3):1571–1581 DOI 10.1007/s10570-018-1699-1.

Sreeramulu G, Zhu Y, Knol W. 2000. Kombucha fermentation and its antimicrobial activity.
Journal of Agricultural and Food Chemistry 48(6):2589–2594 DOI 10.1021/jf991333m.

Srihari T, Satyanarayana U. 2012. Changes in free radical scavenging activity of kombucha during
fermentation. Research Journal of Pharmaceutical, Biological and Chemical Sciences 4:1978.

Steensels J, Daenen L, Malcorps P, Derdelinckx G, Verachtert H, Verstrepen KJ. 2015.
Brettanomyces yeasts—from spoilage organisms to valuable contributors to industrial
fermentations. International Journal of Food Microbiology 206:24–38
DOI 10.1016/j.ijfoodmicro.2015.04.005.

Steinkraus KH. 1997. Classification of fermented foods: worldwide review of household
fermentation techniques. Food Control 8(5–6):311–317 DOI 10.1016/S0956-7135(97)00050-9.

Stewart PS. 1996. Theoretical aspects of antibiotic diffusion into microbial biofilms. Antimicrobial
Agents and Chemotherapy 40(11):2517–2522 DOI 10.1128/AAC.40.11.2517.

Strassmann JE, Zhu Y, Queller DC. 2000. Altruism and social cheating in the social amoeba
Dictyostelium discoideum. Nature 408(6815):965–967 DOI 10.1038/35050087.

Talawat S, Ahantharik P, Laohawiwattanakul S, Premsuk A, Ratanapo S. 2006. Efficacy of
fermented teas in antibacterial activity. Kasetsart Journal of Natural Science 40:925–933.

Tan CH, Lee KWK, Burmølle M, Kjelleberg S, Rice SA. 2017. All together now: experimental
multispecies biofilm model systems. Environmental Microbiology 19(1):42–53
DOI 10.1111/1462-2920.13594.

Teoh AL, Heard G, Cox J. 2004. Yeast ecology of Kombucha fermentation. International Journal of
Food Microbiology 95(2):119–126 DOI 10.1016/j.ijfoodmicro.2003.12.020.

Travisano M, Velicer GJ. 2004. Strategies of microbial cheater control. Trends in Microbiology
12(2):72–78 DOI 10.1016/j.tim.2003.12.009.

May et al. (2019), PeerJ, DOI 10.7717/peerj.7565 21/22

http://dx.doi.org/10.1007/s00253-016-7761-8
http://dx.doi.org/10.1016/j.carbpol.2013.08.018
http://dx.doi.org/10.1002/fsn3.873
http://dx.doi.org/10.1016/S0723-2020(11)80420-0
http://dx.doi.org/10.1038/sj/jim/7000186
http://dx.doi.org/10.1007/s10570-018-1699-1
http://dx.doi.org/10.1021/jf991333m
http://dx.doi.org/10.1016/j.ijfoodmicro.2015.04.005
http://dx.doi.org/10.1016/S0956-7135(97)00050-9
http://dx.doi.org/10.1128/AAC.40.11.2517
http://dx.doi.org/10.1038/35050087
http://dx.doi.org/10.1111/1462-2920.13594
http://dx.doi.org/10.1016/j.ijfoodmicro.2003.12.020
http://dx.doi.org/10.1016/j.tim.2003.12.009
http://dx.doi.org/10.7717/peerj.7565
https://peerj.com/


Trček J, Mira NP, Jarboe LR. 2015. Adaptation and tolerance of bacteria against acetic acid.
Applied Microbiology and Biotechnology 99(15):6215–6229 DOI 10.1007/s00253-015-6762-3.

Trovatti E, Serafim LS, Freire CSR, Silvestre AJD, Neto CP. 2011. Gluconacetobacter sacchari: an
efficient bacterial cellulose cell-factory. Carbohydrate Polymers 86(3):1417–1420
DOI 10.1016/j.carbpol.2011.06.046.

Vartoukian SR, Palmer RM, Wade WG. 2010. Strategies for culture of unculturable bacteria.
FEMS Microbiology Letters 309:1–7.

Velićanski A, Cvetković D, Markov S. 2013. Characteristics of Kombucha fermentation on
medicinal herbs from Lamiaceae family. Romanian Biotechnological Letters 18:8034–8042.

Viljoen BC. 2001. The interaction between yeasts and bacteria in dairy environments.
International Journal of Food Microbiology 69(1–2):37–44
DOI 10.1016/S0168-1605(01)00570-0.

Villarreal-Soto SA, Beaufort S, Bouajila J, Souchard J-P, Taillandier P. 2018. Understanding
kombucha tea fermentation: a review. Journal of Food Science 83(3):580–588
DOI 10.1111/1750-3841.14068.

Wasielewski H, Alcock J, Aktipis A. 2016. Resource conflict and cooperation between human host
and gut microbiota: implications for nutrition and health. Annals of the New York Academy of
Sciences 1372(1):20–28 DOI 10.1111/nyas.13118.

Watawana MI, Jayawardena N, Gunawardhana CB, Waisundara VY. 2016. Enhancement of the
antioxidant and starch hydrolase inhibitory activities of king coconut water (Cocos nucifera var.
aurantiaca) by fermentation with kombucha ‘tea fungus’. International Journal of Food Science &
Technology 51(2):490–498 DOI 10.1111/ijfs.13006.

West SA, Griffin AS, Gardner A. 2007. Social semantics: altruism, cooperation, mutualism, strong
reciprocity and group selection. Journal of Evolutionary Biology 20(2):415–432
DOI 10.1111/j.1420-9101.2006.01258.x.

West SA, Griffin AS, Gardner A, Diggle SP. 2006. Social evolution theory for microorganisms.
Nature Reviews Microbiology 4(8):597–607 DOI 10.1038/nrmicro1461.

Williams WS, Cannon RE. 1989. Alternative environmental roles for cellulose produced by
Acetobacter xylinum. Applied and Environmental Microbiology 55:2448–2452.

Wolfe BE, Button JE, Santarelli M, Dutton RJ. 2014. Cheese rind communities provide tractable
systems for in situ and in vitro studies of microbial diversity. Cell 158(2):422–433
DOI 10.1016/j.cell.2014.05.041.

Wolfe BE, Dutton RJ. 2015. Fermented foods as experimentally tractable microbial ecosystems.
Cell 161(1):49–55 DOI 10.1016/j.cell.2015.02.034.

WuW, Gai B-C, Ji B-P. 2004. Study on the isolation and identification of microbes of Kombucha.
Food Science 25:55–58.

Yamada Y, Yukphan P, Lan Vu HT, Muramatsu Y, Ochaikul D, Tanasupawat S, Nakagawa Y.
2012. Description of Komagataeibacter gen. nov., with proposals of new combinations
(Acetobacteraceae). Journal of General and Applied Microbiology 58(5):397–404
DOI 10.2323/jgam.58.397.

Yang L, Ji B-P, Zhou F, Yang Z-W, Li T. 2008. Study on fermentation conditions of Kombucha
key functional bacteria. Food Science 6:29.

Zhang H, Zhang Z, Xin X. 2011. Isolation and identification of microorganisms from kombucha
fungus culture. Journal of Beijing Union University (Natural Sciences) 2:11.

May et al. (2019), PeerJ, DOI 10.7717/peerj.7565 22/22

http://dx.doi.org/10.1007/s00253-015-6762-3
http://dx.doi.org/10.1016/j.carbpol.2011.06.046
http://dx.doi.org/10.1016/S0168-1605(01)00570-0
http://dx.doi.org/10.1111/1750-3841.14068
http://dx.doi.org/10.1111/nyas.13118
http://dx.doi.org/10.1111/ijfs.13006
http://dx.doi.org/10.1111/j.1420-9101.2006.01258.x
http://dx.doi.org/10.1038/nrmicro1461
http://dx.doi.org/10.1016/j.cell.2014.05.041
http://dx.doi.org/10.1016/j.cell.2015.02.034
http://dx.doi.org/10.2323/jgam.58.397
http://dx.doi.org/10.7717/peerj.7565
https://peerj.com/

	Kombucha: a novel model system for cooperation and conflict in a complex multi-species microbial ecosystem
	Introduction
	Survey methodology
	Microbial model systems help researchers address important theoretical and applied questions
	The social biochemistry of kombucha
	The bacteria-produced biofilm might provide protection from invasion and allow resource storage
	Kombucha as a model system for studying cooperation
	Fermented foods are diverse microbial ecosystems
	Kombucha and other fermented foods may provide benefits to humans
	The role of viruses in fermented foods is currently unknown
	Conclusions
	flink11
	References



<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.4
  /CompressObjects /Off
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile (None)
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages false
  /ColorImageDownsampleType /Average
  /ColorImageResolution 300
  /ColorImageDepth 8
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages false
  /GrayImageDownsampleType /Average
  /GrayImageResolution 300
  /GrayImageDepth 8
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages false
  /MonoImageDownsampleType /Average
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000500044004600206587686353ef901a8fc7684c976262535370673a548c002000700072006f006f00660065007200208fdb884c9ad88d2891cf62535370300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef653ef5728684c9762537088686a5f548c002000700072006f006f00660065007200204e0a73725f979ad854c18cea7684521753706548679c300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /DAN <>
    /DEU <>
    /ESP <>
    /FRA <>
    /ITA <>
    /JPN <>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020b370c2a4d06cd0d10020d504b9b0d1300020bc0f0020ad50c815ae30c5d0c11c0020ace0d488c9c8b85c0020c778c1c4d560002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken voor kwaliteitsafdrukken op desktopprinters en proofers. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /PTB <>
    /SUO <>
    /SVE <>
    /ENU (Use these settings to create Adobe PDF documents for quality printing on desktop printers and proofers.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure true
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles true
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [612.000 792.000]
>> setpagedevice


