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Abstract
Marine plankton capable of photosynthesis and predation (“mixoplankton”) comprise up to 50% of protist plankton and

include many harmful species. However, marine environmental management policies, including the European Union Marine
Strategy Framework Directive (MSFD) and the USEPA, assume a strict dichotomy between autotrophic phytoplankton and
heterotrophic zooplankton. Mixoplankton often differ significantly from these two categories in their response to environ-
mental pressures and affect the marine environment in ways we are only beginning to understand. While the management
policies may conceptually provide scope for incorporating mixoplankton, such action is rarely implemented. We suggest that
the effectiveness of monitoring and management programs could benefit from explicit implementations regarding the
ecological roles and impact of mixoplankton. Taking the MSFD as an example of marine management guidelines, we
propose appropriate methods to explicitly include mixoplankton in monitoring and marine management. Integr Environ
Assess Manag 2024;20:1366–1383. © 2024 The Authors. Integrated Environmental Assessment and Management published
by Wiley Periodicals LLC on behalf of Society of Environmental Toxicology & Chemistry (SETAC).
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INTRODUCTION
The importance of monitoring plankton production and

biodiversity is globally recognized for maintaining and ach-
ieving good environmental conditions in marine habitats
(Batten et al., 2019; Bedford et al., 2018; Bueno et al., 2017;
Gowen et al., 2011; Lipsewers & Spilling, 2018; López‐
Jurado et al., 2015; McCormick & Cairns, 1994; McQuatters‐
Gollop et al., 2015; Scherer et al., 2016; Smayda, 1998;
Strong et al., 2015; Varkitzi et al., 2018). Traditionally,
coastal surveys report and classify plankton according to the
relatively simple dichotomic view of the marine food web
structure based on the photoautotrophic “phytoplankton”
and their heterotrophic grazers, the “zooplankton” (Bresnan
et al., 2015; Lima‐Mendez et al., 2015; López‐Jurado

et al., 2015; McQuatters‐Gollop et al., 2015; Scherer
et al., 2016; Strong et al., 2015). Examples of marine envi-
ronmental management policies assuming this functional
dichotomy are the European Union (EU) Marine Strategy
Framework Directive (MSFD) and the USEPA.

However, many, if not most, of the “phytoplankton”
and “zooplankton” protists are now recognized as being ca-
pable of both photoautotrophy and phagoheterotrophy,
with these processes often taking place simultaneously and
sometimes even depending on each other (Flynn et al., 2013;
Mitra et al., 2016; Stoecker et al., 2009). These organisms are
collectively termed “mixoplankton” (Flynn et al., 2019). The
mixoplankton trophic mode is a broad spectrum between
phytoplankton and zooplankton. Combined photoautotrophic
and phagoheterotrophic growth in mixoplankton redraws the
conceptual framework of marine plankton ecology. Mix-
oplankton increase the trophic levels of their grazers com-
pared to strict phytoplankton while competing with them for
resources, thus influencing the trophic structure of food webs
and the resulting particle flux in the ocean. Furthermore, many
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marine ecosystem services such as harvestable fish biomass,
climate regulation, and water quality maintenance are heavily
impacted by plankton species (Costanza et al., 1998; Hays
et al., 2005; Ryther, 1969) that are now defined as mix-
oplankton (Leles et al., 2017, 2019).
While strict photoautotrophic organisms such as diatoms

and cyanobacteria can also form nuisance blooms, most
harmful algae bloom (HAB) events in the marine environ-
ment are caused by mixoplankton (Blauw et al., 2006;
Glibert, 2017), for example, Alexandrium spp., Phaeocystis
spp., Dinophysis spp., and Karenia spp.). Mixoplankton
HABs are often triggered by phagotrophic activity (Díaz &
Reguera, 2023; Park et al., 2006). These outbreaks
have caused major hazardous effects on ecosystems, local
economies, and public health (Anderson et al., 2001;
Davidson et al., 2014; Erdner et al., 2008; Hoagland &
Scatasta, 2006).
On a more positive note, photophagotrophy may im-

prove stoichiometric food quality and promote nutrient
transfer to higher trophic levels, especially under inorganic
nutrient shortages, with beneficial effects on trophic transfer
efficiency (Balzer et al., 2023; Ptacnik et al., 2004; Traboni
et al., 2021). The dual contribution to trophic transfer in food
webs and the detrimental effect on ecosystems and public
health are the two main reasons why mixoplankton should
be treated separately from phytoplankton and zooplankton
in marine management.
Our search for literature on the platform Scopus for

publications from 1970 to 2021 using the keywords “ma-
rine,” “plankton*,” “mixotroph*,” and “toxic*” revealed a
growing body of scientific research that recognizes the im-
portance of mixotrophic activity in plankton, especially in
toxic species (Figure 1). Meanwhile, neither a targeted
monitoring plan for mixoplankton nor routine techniques to

detect photophagotrophy have been implemented. In-
dicators that are valid proxies of photoautotrophic metab-
olism (further discussed in the following sections) prove
inadequate to foresee the proliferation of mixoplankton.
Mixoplankton are currently identified based on taxonomic
records rather than their trophic mode (Abad et al., 2016;
Beaugrand, 2005; HELCOM, 2017; McQuatters‐Gollop
et al., 2009; Paerl et al., 2003).
For instance, several mixoplankton species are addressed

by the Bathing Water Directive (European Commis-
sion, 2003) and World Health Organization guidelines
(World Health Organization, 2018) due to the detrimental
effect that these species can have on public health when
causing HABs. Aside from certain HAB species, information
on the diversity in trophic modes through taxonomy remains
scarce (see data sets by Schneider et al. [2020] and Mitra
et al. [2023]). As a result, species are often not recognized as
mixoplankton.
Since 2008, the MSFD has been the central EU directive

for marine ecosystem assessment and management
(European Commission, 2008). In the MSFD, 11 descriptors
(abbreviated as “D,” Figure 2) define the criteria to assess
the status of the marine environment, providing a robust
and standardized qualitative description (European Envi-
ronment Agency, 2014).
Phytoplankton and zooplankton are included in two

main descriptors: Biological Diversity (D1) and Food Webs
(D4). In addition, Eutrophication (D5) includes references to
(harmful) phytoplankton. However, there are criteria asso-
ciated with other descriptors that can relate to planktonic
protists (Figure 2 and Table 1).
Furthermore, four Regional Sea Conventions (RSCs) for

countries bordering each of the seas in the EU (Figure 2B)
aim to harmonize criteria regionally under the MSFD. Within

Integr Environ Assess Manag 2024:1366–1383 © 2024 The AuthorsDOI: 10.1002/ieam.4914

FIGURE 1 Proportion of scientific publications on plankton ecophysiology describing mixotrophic plankton from 1970 until 2021. Black bars indicate the
increasing acknowledgment of mixoplankton throughout plankton literature. Gray bars reflect the trend of mixoplankton species involved in toxic outcomes
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each RSC, the different member states operate for the ex-
ecution of the MSFD and ensure that the different stages of
the MSFD implementation are reviewed every six years.
Recent revisions of potential indicators for the MSFD only

marginally mentioned mixotrophy (Bedford et al., 2018;
Caroppo et al., 2013; Caruso et al., 2016; Gowen et al.,
2011; Jaschinski et al., 2015; López‐Jurado et al., 2015;
McQuatters‐Gollop et al., 2015; Varkitzi et al., 2018).

Literature that acknowledges the importance of considering
mixoplankton activity in coastal management (Davidson et al.,
2014; Lehtinen et al., 2016) seldom distinguishes between
mixoplankton functional types nor suggests methodological
approaches to implement changes in monitoring this group.

The goal of this article is to highlight the import-
ance of including mixoplankton as a separate functional
group in policy, management, and monitoring. The section

Integr Environ Assess Manag 2024:1366–1383 © 2024 The Authorswileyonlinelibrary.com/journal/ieam

FIGURE 2 (A) Schematic representation of descriptors used within the MSFD structure for the achievement of “good environmental status” by 2020. The
descriptors highlighted in red are expected to interface with the mixoplankton paradigm and their implementation on a national level might thus warrant
revision. (B) European sea regions identified within the Regional Sea Conventions, with four different commissions responsible for the implementation of the
MSFD: blue=OSPAR, green=HELCOM, red=UNEP (Mediterranean Sea), black= Bucharest Convention. MSFD, Marine Strategy Framework Directive

TABLE 1 European Union Marine Strategy Framework Directive descriptors and the criteria potentially associated with planktonic protists'
abundance, diversity, and activity

Descriptors (D) Criteria (and subcriteria)

1 Biodiversity 6. Habitat condition

(1) Condition of the typical species and communities

(2) Relative abundance and/or biomass

(3) Physical, hydrological, and chemical conditions

7. (1) Ecosystem structure

2 Non‐indigenous species (NIS) 1. (1) Trends in abundance of NIS

2. Environmental impact of NIS

2. (1) Ratio between invasive NIS and native species

4 Food webs 3. (1) Abundance trends of functionally important selected groups and/or species

5 Eutrophication 2. Direct effects of nutrient enrichment

(1) Chlorophyll concentration

(2) Water transparency

(4) Shift in floristic species composition

6 Sea‐floor integrity 6.1.2 Extent of seabed affected

7 Hydrographical conditions 2. (2) Changes in habitats, in particular, the functions provided by it

9 Contaminants in fish and other seafood 1. Levels, number, and frequency of contaminants

(1) Levels of contaminants in seafood

(2) Frequency of levels exceeded in seafood

1368 Integr Environ Assess Manag 20, 2024—ANSCHÜTZ ET AL.
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“Mixoplankton differs from other functional groups in trophic
functioning” illustrates the ecophysiological traits specific to
mixoplankton and how they affect food web processes. The
possible ecological and economic impact of mixoplankton is
described in the section “Economic impacts of mixoplankton
relevant to coastal resources and management,” while
“Methodological challenges and suggestions to improve
mixoplankton monitoring” showcases which anthropogenic
pressures affect mixoplankton growth (including raising the
potential of mixoplankton HABs) and their ecological impacts.
The Conclusion provides an overview of the methodological
limitations that have hampered the inclusion of mixoplankton
in monitoring programs and suggests how to implement such
methods. These suggestions are based on the European
MSFD, but they have universal applications in marine and
coastal water management.

MIXOPLANKTON DIFFERS FROM OTHER
FUNCTIONAL GROUPS IN TROPHIC
FUNCTIONING
Among mixoplankton, two major groups are discerned,

termed “constitutive” and “nonconstitutive,” which greatly
differ in their metabolic strategies. Nonconstitutive mix-
oplankton (NCM) acquire phototrophy from ingested prey
and thus require a continuous supply of phototrophic prey.
Constitutive mixoplankton (CM) have their own chloroplasts
and occasionally resort to predation on bacteria and
other protists as a source of nitrogen, phosphorous, or
both (Brutemark & Granéli, 2011; Edwards et al., 2023;
Skovgaard, 1996; Stoecker, 1998), particularly when in-
organic nutrient levels are suboptimal (Millette et al., 2017;
Smalley et al., 2003). This partly suggests a species‐ or
genus‐specific tolerance to resource limitation among mix-
oplankton. Mixoplankton are therefore less affected by light
and/or inorganic nutrient limitation compared to autotrophic
phytoplankton and less affected by prey availability
than heterotrophic protozooplankton (Edwards et al., 2023;
Péquin et al., 2022; Princiotta et al., 2023; Ward, 2019).
Thus, mixoplankton can be expected to be stoichiometri-
cally more stable than phytoplankton under fluctuating in-
organic nutrient ratios as they might be able to buffer
shortages of inorganic nutrients with phagotrophy. This can
be an advantage in coping with the selective riverine input
of nitrogen or phosphate deriving from agriculture and/or
aquaculture (Balzer et al., 2023; Seitzinger et al., 2010) and a
strategy to overcome nutrient depletion in oligotrophic
regions (Hartmann et al., 2012).
In fact, experimental evidence highlights that mix-

oplankton decrease the variability in seston stoichiometry
when compared to nonmixotrophic food webs mostly do-
minated by phytoplankton (Moorthi et al., 2017). Some
species promote the growth and reproduction of zoo-
planktonic grazers such as marine calanoid copepods and
freshwater daphnids (Katechakis et al., 2005; Ptacnik
et al., 2004). Furthermore, mixotrophy may enhance the
transfer of biomass up the food web (Balzer et al., 2023;
Stoecker et al., 2016; Traboni et al., 2021), causing the

sinking carbon flux to increase by ∼35% (Cohen, 2022; Ward
& Follows, 2016).
Thus, mixotrophy could increase carbon uptake from the

atmosphere and counteract ocean acidification. Hence, ex-
cluding mixoplankton from trophic assessments may lead to
biased and only approximated estimates of phenological
trends, competition patterns, and nutrient fluxes (Figure 3).
As mixoplankton are still understudied and undersampled,

we are still only beginning to understand their response to
climate change and thus their role in it. Ocean acidification
may reduce photosynthetic activity in some mixoplankton
species, making them more heterotrophic (Xu et al., 2023).
Mixoplankton with a fast response to environmental factors
tend to be more autotrophic than species with a slower re-
sponse (Archibald et al., 2023). Recent modeling results
suggest that warming shifts mixotrophs from carbon sinks to
carbon sources and that this could make mixotrophs critical
factors in the response of ecosystems' functioning toward
climate change (Wieczynski et al., 2023).
A significant fraction of mixoplankton species produces

toxins, leading to HABs (Burkholder et al., 2008) having an
impact on public health and the blue economy. This may
happen when mixoplankton experience the selective nu-
trient limitation mentioned above, but also prey availability
can influence mixoplankton toxicity (Gao et al., 2017;
Hernández‐Urcera et al., 2018). For example, the CM
Karlodinium veneficum has a higher toxin content when
actively feeding (Adolf et al., 2009).
Toxicity enables mixoplankton to feed on a wider range of

prey than may be expected for their cell size (Till-
mann, 2003). For example, swarms of toxic mixoplankton
Karlodinium spp. have been observed in field samples in
Denmark to paralyze, kill, and feed on copepods hundreds
of times larger than themselves (Berge et al., 2012). Thus, at
high cell abundances, mixoplankton can gang up on com-
petitors and predators and exercise decidedly negative
control on higher trophic levels. In this way, HAB events and
trophic impacts may go hand in hand.
Consistent with such empirical observations, model sim-

ulations conducted with explicit inclusion of mixoplankton
have shown that they grow and change the surrounding
environment in ways different from strict autotrophs and
heterotrophs regarding, for instance, nutrient uptake, pro-
ductivity, and carbon flow (Anschütz & Flynn, 2020; Ghyoot
et al., 2017; Hammer & Pitchford, 2005; Mitra et al., 2014).
There are severe economic issues arising from the activity of
mixoplankton that would require a clear distinction of these
organisms as a separate trophic mode from their strictly
photoautotrophic counterparts in monitoring programs and
marine management.

ECONOMIC IMPACTS OF MIXOPLANKTON
RELEVANT TO COASTAL RESOURCES AND
MANAGEMENT
Between 1987 and 2000, US and European coastlines were

impacted by HABs, causing losses of several million dollars in
different sectors, mostly tourism, fisheries, and public health

Integr Environ Assess Manag 2024:1366–1383 © 2024 The AuthorsDOI: 10.1002/ieam.4914
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(Davidson et al., 2014) (Figure 4 and Table 1). In most re-
ported cases, HAB events led to the closure of shellfish fish-
eries and the price of shellfish sharply increased because of a
drastic cut in seafood supply (Davidson et al., 2014). In Spain,
Denmark, and Norway, harmful bloom outbreaks led to the
establishment of monitoring programs due to public health
and industry loss (Anderson et al., 2001).

Table 2 shows a selected list of mixoplankton HAB events
recorded in European marine waters. Norway, in particular,
was severely affected in the late 1990s as massive salmon
kills were reported upon blooms of (now recognized as
mixoplankton) Chrysochromulina spp. and Prymnesium spp.
for a total annual loss of US $3M (Anderson et al., 2001). In a
recent Norwegian HAB event (May 2019), caused by
Chrysochromulina leadbeateri, the estimated salmon loss
accounted for US $69M, with over 10 000 dead fish and an
economic drop in the fish market (www.fiskeridir.no/English,
2019). It is noteworthy that the biomass in the latest re-
ported Chrysochromulina bloom is one order of magnitude
higher than the one registered in 1995.

Since the observation of HAB event effects, regular toxin
bioassays and nutrient and Chla analyses are routinely per-
formed in most of the countries at risk and “phytoplankton”
monitoring is being conducted to aid in predictions of
harmful events. However, categorizing these organisms as
phytoplankton is a mistake since mixoplankton respond to
anthropogenic pressures in unique ways (see section “Meth-
odological challenges and suggestions to improve mix-
oplankton monitoring”). Although mixoplankton HABs

Integr Environ Assess Manag 2024:1366–1383 © 2024 The Authorswileyonlinelibrary.com/journal/ieam

FIGURE 3 Schematic representation of the biological C pump including phyto‐, mixo‐, and protozooplankton as protistan representatives and
mesozooplankton as direct metazoan consumers. The yellow lines indicate trophic interactions, whereas the black lines indicate the other physicochemical
processes. Modified with permission from the Annual Review of Marine Science, Volume 9 © 2017 by Annual Reviews, http://www.annualreviews.org

FIGURE 4 Averaged contribution of economic effects of harmful algal bloom
events on several sectors in Europe and the United States between 1989 and
2000. Credit: Hoagland and Scatasta (2006). Percentages calculated are
relative to total annual losses of $813M for the EU and $82M for the United
States (monetary estimates were converted into 2005 dollars). Different
methodologies were applied in the computation of the presented economic
loss; therefore, quantitative comparisons should be considered with caution.
EU, European Union

1370 Integr Environ Assess Manag 20, 2024—ANSCHÜTZ ET AL.
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represent a significant threat to coastal economies, there are
additional ecological consequences resulting from mix-
oplanktonic activity (see “Mixoplankton differs from other
functional groups in trophic functioning” and “Economic im-
pacts of mixoplankton relevant to coastal resources and
management”). Yet, these ecological impacts have not been
properly assessed mostly due to methodological limitations,
leading to the incorrect identification of mixoplankton (see
Conclusion).

Anthropogenic pressures on mixoplankton growth
and their impacts

In general, mixoplankton dominate in mature ecosystems
(Mitra et al., 2014; Schneider et al., 2020): systems that
contain a complex and diverse structure in which most nu-
trients are bound as organics. In temperate marine systems,
the spring bloom occurs in conditions of ample inorganic
nutrient supply that supports plankton species with fast
growth rates. In summer, low nutrient availability in combi-
nation with stratification favors mature planktonic systems
with low growth rates and low dissolved inorganic‐to‐
organic nitrogen ratios. However, several anthropogenic
pressures might alter this natural seasonality and favor
mixoplankton growth (Figures 5 and 6). These pressures and
their impacts on mixoplankton are discussed below.
High nutrient inputs cause eutrophication (MSFD De-

scriptor D5) and light attenuation, which lead to decreased
water quality and anoxia due to high respiration (Figures 5
and 6; European Commission, 2008). Due to better water
treatment, nutrient inputs have decreased greatly. De-
creasing inputs of inorganic nutrients may lead to a higher
proportion of mixoplankton, as they are typical for mature
systems with lower nutrient availability.
However, the nutrient composition may be more im-

portant than the overall concentration in the case of mix-
oplankton (Anderson et al., 2008). For example, elevated
ammonium versus nitrate promotes growth and toxicity
levels of some mixoplankton (Hattenrath‐Lehmann &
Gobler, 2015), with a very limited ability to use nitrate
(García‐Portela et al., 2020). Yet, a distinction in monitoring

between nitrogen sources (inorganic, organic, dissolved,
and particulate) is not always made. Changes in mix-
oplankton N:P, and thus by inference nutrient input ratio,
are also associated with increased toxicity (Granéli &
Flynn, 2006; John & Flynn, 2000).

Aside from nutrient addition from rivers, a recent study
found that their high metabolic plasticity may make some
mixoplankton species more resistant to heavy metal pollu-
tion than strict autotrophic protists (Zhang et al., 2023).

Lastly, mixoplankton can outcompete autotrophs in es-
tuaries (Figure 4), with low light and very low dissolved
inorganic‐to‐organic nitrogen ratios (Balzer et al., 2023;
Gobler et al., 2011; Millette et al., 2017). In some cases,
mixoplankton may balance the effects of changes in light
and nutrient supply on the transfer efficiency of energy to
higher trophic levels (Katechakis et al., 2005; Traboni
et al., 2021).

Aquaculture (MSFD Descriptor D3) often simultaneously
induces inorganic and organic eutrophication and light
limitation (Figure 5). Mixoplankton may take advantage of
these conditions for the reasons mentioned above and give
rise to HABs and associated economic effects in this sector
(Glibert et al., 2005).

Increasing temperature and stratification, due to global and
local warming (but also due to anthropogenic modifications of
hydrodynamics on local scales, MSFD Descriptor D7), en-
hance communal respiration over gross primary production,
decreasing the relative effectiveness of carbon sequestration
from the atmosphere (Regaudie‐De‐Gioux & Duarte, 2012).
On an ecological level, this can cause a simultaneous shift
from a diatom‐based community to dinoflagellates (of which
most phototrophic forms are mixoplankton) (Gomes
et al., 2018; Klais et al., 2011) and most likely also to other
smaller mixoplankton flagellates that are usually not moni-
tored. Mixoplankton are, indeed, potentially favored in con-
ditions of stratification of the water column (Edwards
et al., 2023) (Figure 5), and their toxicity may be related
to biotic and abiotic factors (prey, dissolved nutrients
(Burkholder et al., 2008). These factors can be altered in-
directly by human activities conducted on land and at sea,
such as building structures for tourism and commercial
interest (harbor and wave‐breakers, etc.).

Compromising sea‐floor integrity (MSFD Descriptor D6) by
dredging or dumping works can lead to the resuspension of
resting stages of mixoplankton types into the water column
(Figures 5 and 6), leading them to reappear and persist in
seasons in which they are not expected (Balkis et al., 2016;
Nehring, 1996). Germination events from mixoplanktonic di-
noflagellate cysts outnumber those from their heterotrophic
counterparts throughout the year (Balkis et al., 2016). The
HAB‐forming mixoplankton (e.g., Alexandrium tamarense,
Protoceratium reticulatum, Heterocapsa triquetra, Gymnodi-
nium catenatum, Scrippsiella trochoidea, and Lyngulodinium
polyedrum) appear to be most abundant and persistent in
sediments and showed the highest experimental germination
success (Balkis et al., 2016). In some instances, the resting
stages of toxic species may contain a higher toxin load than

Integr Environ Assess Manag 2024:1366–1383 © 2024 The Authorswileyonlinelibrary.com/journal/ieam

FIGURE 5 Schematic of the effects of anthropogenic activities upon marine
ecology and mixoplankton and their subsequent effects on human health and
economy. Black= anthropogenic pressures, orange= bio/ecological effects,
and red and green= eco‐human health and socioeconomic impacts. See also
Figure 6 for further description of linkages to mixoplankton
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the vegetative forms (Oshima et al., 1992). In addition,
dredging and dumping works can cause resuspension of
sedimented nutrients but also higher turbidity at the same
time and modify the local hydrographic features (D7). These
are conditions that mixoplankton could grow in but are un-
favorable for autotrophs due to the lack of light (Anschütz &
Flynn, 2020). Similarly, mixoplankton appeared to be less
affected in growth by glacial flour increasing turbidity than
autotrophic microplankton (Maselli et al., 2023).
Non‐indigenous species (NIS) (MSFD Descriptor D2) put

ecosystems at risk of biodiversity loss and HAB formation
(Hallegraeff & Gollasch, 2006). Katsanevakis et al. (2014)
recognized that the introduction of NIS can play a role in
HAB events. Due to dual metabolism and flexible physi-
ology, allochthonous mixoplankton can outcompete strict
auto‐ and heterotrophs in some instances. The spread of
toxic Gymnodium catenatum (Hallegraeff & Gollasch, 2006)
and of “green Noctiluca” (Harrison et al., 2011) are
examples.

METHODOLOGICAL CHALLENGES AND
SUGGESTIONS TO IMPROVE MIXOPLANKTON
MONITORING
As mentioned above, the MSFD comprises 11 descrip-

tors, each defined by several criteria and indicators. While
criteria are targets or thresholds set to evaluate the

necessary measures to achieve management goals, in-
dicators are qualitative and quantitative elements de-
scribing a biological or ecological system that provide
information on the state of an ecosystem (Link, 2005).
Table 1 summarizes the criteria that can be associated
with planktonic protists and processes deriving from their
activity. We identified these in seven out of the 11
descriptors in the MSFD.
According to reports on the implementation of the MSFD

(OSPAR, 2017), plankton are now increasingly included in
monitoring by the RSC. On a regional scale, some good
examples of indicators that enable a more thorough as-
sessment of the planktonic community already exist, such as
the ratio between the abundance of diatoms (pure photo-
trophs) and dinoflagellates (phototrophic forms and mix-
oplankton) adopted by EU commissions HELCOM and
OSPAR (Figure 1) as an indicator of good environmental
status. While this indicator's purpose is not to capture
functional diversity in plankton, it distinguishes between
exclusively phototrophic organisms (diatoms) and those with
a variety of functional types (dinoflagellates). However, this
distinction is too general due to the diversity in functional
types that can be found among dinoflagellates and still, very
little consideration is given to mixoplankton.
As illustrated in the previous sections, our understanding of

mixoplankton has developed substantially (Flynn et al., 2019;

Integr Environ Assess Manag 2024:1366–1383 © 2024 The AuthorsDOI: 10.1002/ieam.4914

FIGURE 6 Linkage between anthropogenic pressures and mixoplankton, related bioecological effects, and eventually eco‐human health and socioeconomic
impacts. The combination of the letter “D” and a number refers to the MSFD descriptor that applies to the respective point. Icons match those in the schematic
shown in Figure 5; icons in black symbolize pressures, icons in orange symbolize the effects, and icons in red and green symbolize possible impacts. The chart
does not feature all possible relations between mixoplankton and their environment, only those considered most relevant for achieving good environmental
status. NIS ‐ non‐indigenous species. MSFD, Marine Strategy Framework Directive
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Mitra et al., 2014; Stoecker et al., 2016) after the MSFD came
into effect in 2008 (European Commission, 2008). As a result,
conceptual and methodological approaches to plankton
ecology warrant some reconsideration. Therefore, we thor-
oughly address the point‐to‐point methodological limitations
that impede the integration of mixoplankton into monitoring
programs and propose a series of actions to better include
these organisms. The ultimate goal is a better assessment of
the environmental state and highlighting how the MSFD
could benefit from their integration as a criterion in ecological
descriptors (Table 3).
In general terms, there is a need to improve the de-

tection, classification of trophic mode, and enumeration of
a wider range of plankton species with a higher temporal
resolution, merging multiple approaches. This will require
research and monetary efforts that will likely lead to the
development of robust autonomous methodologies in
the long term.

Identification of species

Currently, unicellular plankton communities are moni-
tored by a variety of technical approaches, with microscope
counting and identification traditionally being the most
common and inexpensive methods. More recently, the use
of molecular identification as a tool in taxonomy has been
revealed as a global approach in marine sciences allowing
the identification of still‐unknown or less‐represented
plankton species (de Vargas et al., 2015). Both morpho-
logical and molecular approaches serve to monitor bio-
diversity (D1), the potential introduction of NIS (D2), the
abundance of selected functional groups (D4, criteria 3.1),
and eventually, the shift in the composition of bloom‐
forming species (D5, criteria 4). However, recognition is
often limited to the genus level or even higher taxonomic
categories. Hence, to identify the abundance of mix-
oplankton, there is a need to define plankton at the species
level and continuously update a comprehensive list of spe-
cies that now, and in the future, are recognized as mix-
oplankton and also the type of mixoplankton (CM or NCM),
for example, as done in the data sets by Schneider et al.
(2020) and Mitra et al. (2023).
Mixoplankton comprise delicate ciliates, several athecate

(unarmoured) dinoflagellates, and other fragile flagellates
and rhizarians (Stoecker et al., 2016). As a consequence,
there are still gaps when accounting for the relative con-
tribution of plankton groups in plankton monitoring. In fact,
most of the emphasis in the above‐mentioned research is on
dinoflagellates. There are other important mixoplankton
taxa, including the similarly sized raphidophytes (relatively
large species and thus easily monitored) but also the smaller
mixotrophic flagellates such as the haptophytes Prymnesium
spp. and Chrysochromulina spp., which are common but
often ignored until they cause a bloom event (Edvarsen &
Paasche, 1998; Jones et al., 1993). For small fragile and/or
cryptic flagellate and NCM ciliate species, sampling and
microscopic identification may be difficult and are neither
routinely done, nor is their physiology easy to measure

(Anderson et al., 2017). In addition, even if not toxic, high
concentrations of the kleptoplastidic ciliate Mesodinium
rubrum are the precursor to the proliferation of its predator,
the toxic Dinophysis spp., which has species‐specific dietary
and plastid requirements (Reguera et al., 2012), and the di-
noflagellates' performance has been linked to prey availability
(Díaz & Reguera, 2023). In addition, the ingestion of their prey
Mesodinium affects the fluorescence of Dinophysis and thus
their detectability by imaging‐in‐flow cytometers (Houliez
et al., 2023). Therefore, an accurate assessment of potential
prey–predator pairs like Mesodinium and Dinophysis may
help in forecasting undesired HAB events, which eventually
affect food webs (D4) and cause the contamination of fish and
other seafood (D9). Methods for automated detection such as
imaging‐in‐flow cytometers need to be corrected for the
variability that comes with mixotrophic traits as even small
abundances of certain HAB species (e.g., Dinophysis spp.)
can cause damage to public health and economies. Due to
the above‐mentioned reasons, we propose the following
implementations:

− Collection of water samples using Niskin bottle samplers,
rather than net sampling. This may help to overcome
challenges derived from the underestimation of fragile
and less‐represented organisms and/or groups, hence
contributing to better defining D1 and D2.

− Use of molecular (DNA metabarcoding) techniques:
Metabarcoding is the analysis of a short region of one to
a few genes (DNA barcodes). This allows for the analysis
of large volumes of DNA samples and therefore yields
information on the taxonomic diversity of an ecosystem.
The design of more primers (DNA barcode identification)
that are more selective to known mixoplankton species
and the targeting of more than one genomic region
(Piredda et al., 2017) could allow amplifying with high‐
resolution several plankton groups at a time, enhancing
both relative abundance and diversity. The use of mo-
lecular techniques for the identification of species such as
eDNA sequencing are being gradually incorporated as
routine tools and have been proven to be useful in
identifying mixoplankton from natural seawater samples
(Lapeyra Martin et al., 2022). The technique could in-
crease the detection of many fragile mixoplankton spe-
cies that are often undersampled with common
techniques such as net samples (Stoecker et al., 2016) or
those that are hard to distinguish through microscopic
visualization alone. Metabarcoding and eDNA could thus
increase the resolution of the plankton biodiversity (D1).

− Multiple cost‐effective approaches to tackle protistan
diversity. Fluorescence in situ hybridization is a technique
that allows the detection of particular taxa through se-
lective binding to a specific oligonucleotide probe. This
methodology has been used to assess and quantify
protistan plankton diversity (Not et al., 2007) and func-
tional roles, and often in combination with the methods
of high‐performance liquid chromatography and
ChemTax (Gameiro et al., 2007; Mackey et al., 1996),

Integr Environ Assess Manag 2024:1366–1383 © 2024 The Authorswileyonlinelibrary.com/journal/ieam
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thus representing a fast and cost‐effective identification
tool (D1, D2).

Assessment of trophic mode

This represents the most challenging step. Normally,
when species are known and capable of being kept in cul-
ture, trophic modes are assigned based on the experimental
observation of their “behavior” or their cellular compart-
ments (plastids, food vacuoles). Following this, for decades,
the presence of Chla has become synonymous with photo-
autotrophy (specific to phytoplankton), while the occurrence
of digestive vacuoles inside the cell has been associated
with phagoheterotrophy (typical of protozooplankton). Yet,
only a limited array of mixoplankton species has been
trophically classified. As a result, most protists are still un-
certain in metabolic terms and are often misplaced in the
wrong trophic category together with their congeneric
species. As an example, the genus Mesodinium includes
both mixoplanktonic (M. rubrum) and obligate heterotrophic
ciliates (M. pulex). Henceforth, diversity in taxonomic terms
reflects diversity in metabolism, pinpointing the importance
of differentiating between species when addressing marine
biogeochemistry. Hence, to identify the trophic mode in
mixoplankton, it is necessary to combine methods for the
identification of phototrophy and heterotrophy simulta-
neously. Including a general group of mixoplankton in
monitoring would already be a significant step until suitable
methods become available to identify the mixoplankton
type (CM vs. NCM) routinely. To overcome these limitations,
we propose the following:

− Literature data gathering and update. Collect evidence
from studies and experiments regarding the metabolic
nature of protists, highlighting the abiotic conditions
driving the metabolic strategy, prey selectivity, and
feeding behavior. This would help predict the role of
these organisms in different ecosystems on geographical
and seasonal scales (D4, D5). Keys for taxonomical
identification could be implemented with putative tro-
phic mode indication as done by (Schneider et al., 2020),
which should be indicated together with the presence or
absence of the species (enhancing resolution on bio-
diversity assessment [D1] and the role in food webs [D4]).

− Transcriptomics to reveal metabolism and toxicity using
cultured organisms to identify molecular markers of
phagotrophy and toxins to be applied on a broader scale
on natural samples. Despite the higher cost and the high
messenger RNA diversity across lineages, transcriptomic
approaches have been used to identify molecular
markers associated with cellular metabolism in plankton
in both laboratory (Lie et al., 2018) and field studies
(Labarre et al., 2020). Also, genes encoding toxin‐like
transcripts have been revealed by using similar RNA‐
based methodologies in mixoplanktonic dinoflagellates
(Cooper et al., 2016). Therefore, in the absence of a
detailed DNA‐based taxonomic diversity, transcriptomic

data can still inform us about (a) the trophic state of the
planktonic community (D4) and (b) the physiological
status of the involved organisms (Zhang et al., 2019) with
possible consequences on other trophic levels (D5, D9).

Quantification of primary and secondary production

On a global scale, Chla fluorescence is commonly used as
a proxy for biomass of autotrophic plankton and primary
production estimates, measured under the eutrophication
descriptor (D5) (criteria 2.1). Yet, Chla concentration does
not always directly translate to biomass production, prob-
ably also because it does not allow for a distinction between
rates given by CM and strict autotrophs. Attempts to ex-
perimentally “isolate” CM from pure autotrophs have been
made with food vacuole staining detected through epi-
fluorescence microscopy and/or flow cytometry (Beisner
et al., 2019; McQuatters‐Gollop et al., 2015, 2017; Muylaert
et al., 2006). This does not prove to be always efficient
because (a) if prey components have been digested already,
there is no remnant of previous feeding history; (b) if the
species does not feed on the prey in its entirety (e.g., tube
feeders), it is more difficult to detect intact confined struc-
tures; and (c) acidotropic staining can selectively bind to
acidic organelles in the cytoplasm other than food vacuoles,
biasing our interpretation (Hansen, 2011).

Even among organisms with recognized phagotrophic
abilities, this technique does not discriminate between an
NCM that has just ingested its prey and a strict heterotroph,
limiting our capability to quantify secondary production
driven by either protist functional type. Efforts have been
made to discriminate mixoplankton grazing from that of
pure heterotrophs with the use of rotenone, but results
seem to vary depending on the species and its growth
phase (Ferreira & Calbet, 2020). Grazing estimates in pro-
tists have often been obtained with the use of fluorescently
labeled algae (FLA) and fluorescently labeled bacterial prey
(FLB); yet, the feeding mechanism and the duration of the
incubations render this technique not always representative
enough to account for the entire prey spectrum accessible
to protists in natural samples (Ferreira et al., 2022). A pos-
sible solution that we propose is the combination of these
techniques in a methodological pipeline suited for both
laboratory and field experiments, to provide temporal
estimates of primary and secondary production rates.

− In vivo measurement of photosynthetic activity at a local
scale using, for example, a pulse‐amplitude‐modulation
fluorometer or fast repetition rate fluorometry would be a
better approach to assess primary production, mix-
oplankton proliferation, and the potential prey landscape
that may give rise to mixoplankton bloom supported by
phagotrophy (Higo et al., 2017).

− In addition, the dilution technique (Landry & Hassett,
1982) allows estimation of the overall grazing by nano‐
and microprotists, and it can be merged with the use of
FLB and FLA to more easily visualize prey cells through
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epifluorescence microscopy. This combined approach
would provide estimates of photosynthesis and ingestion
by the protistan community, with the possibility to test
different prey species and/or size classes of FLA–FLBs.
Flow cytometry can also be applied in combination with
microscopy to detect the signal of Chla, FLA–FLB, and
stained food vacuoles (Anderson et al., 2017). In labo-
ratory experiments, also fast automated enumeration can
be achieved if prey and predators fall into two distinct
size classes (using particle counters) or retain specific
pigments (using flow cytometry).

Contribution of mixoplankton to higher trophic levels.
Mixoplankton represent a food source for metazoan con-
sumers. Yet, their nutritional contribution to zooplankton
diet and C export is difficult to measure as the signal is
blurred by the presence of several phytoplankton and pro-
tozooplankton in the prey landscape of their predators.
Manual counting of prey species can be a challenging task
to perform on natural community samples, and it would
require highly developed taxonomic expertize. Hence,
perhaps, the most accurate and controlled technical pro-
cedure for the estimation of bulk nutrient flow and origin,
and thus useful in the study of food webs (D4), is the use of
stable isotopes (Landry & Décima, 2017). Both carbon and
nitrogen can be traced by tagging the nutrient source with
an alternative isotopic form and inferring whether mix-
oplankton transfer to predators the essential nutrients ac-
quired from the prey or produced via photosynthesis
(Michener & Kaufmann, 2007).

− Hence, we suggest performing incubations with zoo-
plankton feeding on protists with a combination of
labeled 15N prey and 13C bicarbonate. In doing so, it
would be possible to infer the origin of nutrient acquis-
ition by protists and dietary preference by zooplankton.

− The ratio of specific amino acids labeled with 15N be-
tween trophic levels can give us an estimate of the en-
richment factor, enabling us to measure the trophic
position of an organism in the food web (Décima
et al., 2017).

The stable isotope approach does not always fit the cri-
teria for a viable monitoring method (see Zampoukas
et al., 2013) due to the cost and time involved, the variability
of the isotopic baseline, or the suitability of specific labeled
compounds used to track nutrient transfer across trophic
levels (Décima et al., 2017; Gutiérrez‐Rodríguez et al., 2014);
nevertheless, it yields a valuable set of information that can
increase the resolution of trophic interactions and trophic
efficiency (D4).

Consider early warning indicators for mixoplankton
blooms

Abiotic changes in the environment determine the grazing
or photosynthetic effort in protists and modulate toxicity in

several protistan species. Henceforth, we recommend more
systematic monitoring of noncommonly sampled parameters:

− Particulate organic nitrogen and ammonium should be
included as key indicators of the trophic regime and
possible nutritional base for mixotrophic protists, along
with the usual monitoring of inorganic nutrients (nitrate,
nitrite, silicate, phosphate). Most protists prefer ammo-
nium over nitrate and, in some cases, ammonium repre-
sents the only nitrogen source that can support the
growth of toxic species (e.g., Karlodinium armiger)
(Binzer et al., 2020).

− Collecting sediment samples and analyzing the presence
of mixoplankton resting stages could represent an early
warning indicator of blooms upon sediment resuspension.
Sea‐floor integrity (D6) may be of relevancy for mix-
oplankton regarding dormant cysts of HAB‐forming mix-
oplankton species (Giannakourou et al., 2005).

− Extension of monitoring to putative prey may in some
instances help detect an early sign of HAB, as happens to
be the case for the Teleaulax–Mesodinium–Dinophysis
complex (Anschütz et al., 2022).

The increase in resolution on plankton monitoring toward
the above‐mentioned directions needs to be accompanied
by the implementation of information about conditions that
favor mixotrophy in pelagic habitats. This will enhance the
evaluation of the impact of anthropogenic activities on the
ecosystem (D7) and the identification of early indicators for
the occurrence of eutrophication (D5) and HABs (D9).

Modeling mixoplankton

Many aspects of mixoplankton ecology are still unknown,
and basic research is required. The lack of information on
mixoplankton identity, trophic mode, and environmental
drivers of their growth is one of the reasons why most food
web models still provide inaccurate production values. Thus,
we propose to incorporate the following:

− Gathering experimental evidence reporting the trophic
interactions and effects of mixoplankton on other trophic
levels and/or functional groups must be compiled to de-
velop predictive models of food web productivity based on
observations. Update literature in terms of diversity, func-
tional trophic mode, invasiveness, and toxin production will
enable parametrization of ecosystem models of regions
especially impacted by local toxic blooms.

− Relate the blooming potential of mixoplankton to envi-
ronmental factors in models (Edwards et al., 2023). Some
mixoplankton species have advantages over strict auto-
trophs in conditions of stratification (e.g., Dinophysis),
while others are particularly vulnerable to turbulence
(mixoplanktonic ciliates). Therefore, the inclusion of hy-
drodynamic conditions (D7) of sediment resuspension,
causing turbidity and sudden high nutrient pulses, pro-
vides a more detailed scenario for understanding com-
plex causal relationships, leading to better programs of
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measures to control eutrophication (D5) and possible
HABs (D9). Depending on the aim of predictive models,
these factors may need to be included when describing
plankton behavior.

− Consider the trophic mode of toxic species and monitor
potential prey. Many causative species for toxic blooms
(D9) are mixoplankton. While the responsible species are
being monitored, the fact that they are mixotrophic is
generally not considered. In the case of NCM that rely on
certain prey species to proliferate, monitoring these prey
species and including them in predictive models may
considerably improve forecasting reliability for related
HABs (D9).

− The description of mixoplankton interactions in trophic
networks (D'Alelio et al., 2016) could eventually integrate
the key acquired knowledge and may serve as a tool to
help in forecasting future changes in the main ecosystem
services related to plankton (i.e., for D4 and D7).

All the proposed methodologies will lead to a more accu-
rate description of the planktonic community assemblage (D1)
and its functioning (D4). This would provide the basis to build
historical data on which to assess the likelihood of the suc-
cessful introduction of mixoplankton species by human ac-
tivities into regions of species that are not indigenous (NIS,
D2), which is supposed to be enhanced by their physiological
plasticity (Figure 3). At present, neither protist species nor
plankton are considered in the list of Invasive Species of
Union Concern held by the EC‐related directive (European
Commission, 2017). Such data series could also aid in de-
tecting changes in the trophic community as observed in the
Tagus Estuary, where the ratio of strictly autotrophic diatoms
to predominantly mixotrophic cryptophytes shifted toward
the cryptophytes (Brito et al., 2015). Such information, com-
plemented with the identification of early warning indicators
of mixotrophy (D5, D7), may be highly relevant to assessing
food web productivity (D4) and forecasting detrimental
ecological effects of toxin production (D9).

CONCLUSION
Without a doubt, integrating mixoplankton into marine

management and monitoring programs poses many chal-
lenges. However, set against the backdrop of climate
change, there is a need to understand the functioning of
marine ecosystems in depth, and that includes the role of
mixoplankton. The descriptors discussed above using the
MSFD as an example contain features that pertain to mix-
oplankton but do not explicitly include them. Target
thresholds of quantifiable biological indicators in European
waters had to be achieved by 2020 through a process set
over a decade earlier (European Commission, 2008). There
is considerable inertia in all management programs, but we
argue that the mixoplankton paradigm (Flynn et al., 2019)
represents such a fundamental improvement in our under-
standing that its explicit inclusion in monitoring programs
should occur as soon as possible.

We propose possible methodological pipelines to pro-
gressively incorporate mixoplankton into mainstream mon-
itoring. Research efforts coupled with coordinated policy‐
making have the potential to safeguard future economic
losses resulting from inaccurate predictions. Thus, the cost
of improving monitoring techniques for mixoplankton will
likely be balanced if specific measures are taken to reduce
the impact that undesired mixoplankton blooms may have
on the economy, public health, tourism, and society.

Given the above, we argue that it requires a more holistic
view of plankton ecology than just placing all “phyto-
plankton” in a “box” in a model. Mixoplankton should
emerge as different functional groups, revising the con-
ceptualization of monitoring programs.

AUTHOR CONTRIBUTION
Anna‐Adriana Anschütz: Conceptualization; data curation;

formal analysis; investigation; methodology; visualization;
writing—original draft; writing—review and editing. Maira
Maselli: Conceptualization; data curation; formal analysis; in-
vestigation; methodology; visualization; writing—original
draft; writing—review and editing. Claudia Traboni: Con-
ceptualization; data curation; formal analysis; investigation;
methodology; visualization; writing—original draft; writing—
review and editing. Arjen R. Boon: Conceptualization; super-
vision; writing—review and editing. Willem Stolte: Con-
ceptualization; investigation; supervision; writing—original
draft; writing—review and editing.

ACKNOWLEDGMENT
The authors thank colleagues in the MixITiN project (https://

www.mixotroph.org/mixitin/) for discussions that have im-
proved this work. This project received funding from the
European Union's Horizon 2020 Research and Innovation
Program Project “MixITiN” under Marie Skłodowska‐Curie
grant agreement No. 766327 and the Leibniz Institute for
Baltic Sea Research Warnemünde (IOW). Open Access
funding enabled and organized by Projekt DEAL.

DATA AVAILABILITY STATEMENT
Data sharing is not applicable to this article as no new

data were created or analyzed in this study.

ORCID
Anna‐Adriana Anschütz https://orcid.org/0000-0002-
1583-9613

REFERENCES
Abad, D., Albaina, A., Aguirre, M., Laza‐Martínez, A., Uriarte, I., Iriarte, A.,

Villate, F., & Estonba, A. (2016). Is metabarcoding suitable for estuarine
plankton monitoring? A comparative study with microscopy. Marine Bi-
ology, 163, 149. https://doi.org/10.1007/s00227-016-2920-0

Adolf, J. E., Bachvaroff, T. R., & Place, A. R. (2009). Environmental modulation
of karlotoxin levels in strains of the cosmopolitan dinoflagellate Karlodi-
nium veneficum (Dinophyceae). Journal of Phycology, 45(1), 176–192.
https://doi.org/10.1111/j.1529-8817.2008.00641.x

Anderson, D. M., Andersen, P., Bricelj, V. M., Cullen, J. J., & Rensel, J. J.
(2001). Monitoring and management strategies for harmful algal blooms
in coastal waters (Report No.: APEC #201‐MR‐01.1, Series No. 59). Pacific

Integr Environ Assess Manag 2024:1366–1383 © 2024 The Authorswileyonlinelibrary.com/journal/ieam

1378 Integr Environ Assess Manag 20, 2024—ANSCHÜTZ ET AL.

 15513793, 2024, 5, D
ow

nloaded from
 https://setac.onlinelibrary.w

iley.com
/doi/10.1002/ieam

.4914 by W
elsh A

ssem
bly G

overnm
ent, W

iley O
nline L

ibrary on [21/08/2024]. See the T
erm

s and C
onditions (https://onlinelibrary.w

iley.com
/term

s-and-conditions) on W
iley O

nline L
ibrary for rules of use; O

A
 articles are governed by the applicable C

reative C
om

m
ons L

icense

https://www.mixotroph.org/mixitin/
https://www.mixotroph.org/mixitin/
https://orcid.org/0000-0002-1583-9613
https://orcid.org/0000-0002-1583-9613
https://doi.org/10.1007/s00227-016-2920-0
https://doi.org/10.1111/j.1529-8817.2008.00641.x


Economic Program, Singapore, and Intergovernmental Océanographie
Commission Technical.

Anderson, D. M., Burkholder, j. M., Cochlan, W. P., Glibert, P. M., Gobler, C.
J., Heil, C. A., Kudela, R. M., Parsons, M. L., Rensel, J. E. J., Townsend, D.
W., Trainer, V. L., & Vargo, G. A. (2008). Harmful algal blooms and eu-
trophication: Examining linkages from selected coastal regions of the
United States. Harmful Algae, 8(1), 39–53. https://doi.org/10.1016/j.hal.
2008.08.017

Anderson, R., Jürgens, K., & Hansen, P. J. (2017). Mixotrophic phytoflagellate
bacterivory field measurements strongly biased by standard approaches:
A case study. Frontiers in Microbiology, 8, 1398. https://doi.org/10.3389/
fmicb.2017.01398

Anschütz, A.‐A., & Flynn, K. J. (2020). Niche separation between different
functional types of mixoplankton: Results from NPZ—style N—based
model simulations. Marine Biology, 167, 3. https://doi.org/10.1007/
s00227-019-3612-3

Anschütz, A.‐A., Flynn, K. J., & Mitra, A. (2022). Acquired phototrophy and its
implications for bloom dynamics of the Teleaulax–Mesodinium–Dinoph-
ysis‐complex. Frontiers in Marine Science, 8, 799358. https://doi.org/10.
3389/fmars.2021.799358

Archibald, K., Dutkiewicz, S., Laufkötter, C., & Moeller, H. (2023). Emergent
trade‐offs among plasticity strategies in mixotrophs. https://doi.org/10.
2139/ssrn.4651513

Balkis, N., Balci, M., Giannakourou, A., Venetsanopoulou, A., & Mudie, P.
(2016). Dinoflagellate resting cysts in recent marine sediments from the
Gulf of Gemlik (Marmara Sea, Turkey) and seasonal harmful algal blooms.
Phycologia, 55(2), 187–209. https://doi.org/10.2216/15-93.1

Balzer, M. J., Hitchcock, J. N., Hadwen, W. L., Kobayashi, T., Westhorpe,
D. P., Boys, C., & Mitrovic, S. M. (2023). Experimental additions of al-
lochthonous dissolved organic matter reveal multiple trophic pathways to
stimulate planktonic food webs. Freshwater Biology, 68(5), 821–836.
https://doi.org/10.1111/fwb.14066

Batten, S. D., Abu‐Alhaija, R., Chiba, S., Edwards, M., Graham, G., Jyothi-
babu, R., Kitchener, J. A., Koubbi, P., McQuatters‐Gollop, A., Muxagata,
E., Ostle, C., Richardson, A. J., Robinson, K. V., Takahashi, K. T., Verheye,
H. M., & Wilson, W. (2019). A global plankton diversity monitoring pro-
gram. Frontiers in Marine Science, 6, 321. https://doi.org/10.3389/fmars.
2019.00321

Beaugrand, G. (2005). Monitoring pelagic ecosystems using plankton in-
dicators. ICES Journal of Marine Science, 62(3), 333–338. https://doi.org/
10.1016/j.icesjms.2005.01.002

Bedford, J., Johns, D., Greenstreet, S., & McQuatters‐Gollop, A. (2018).
Plankton as prevailing conditions: A surveillance role for plankton in-
dicators within the Marine Strategy Framework Directive. Marine Policy,
89, 109–115. https://doi.org/10.1016/j.marpol.2017.12.021

Beisner, B. E., Grossart, H.‐P., & Gasol, J. M. (2019). A guide to methods for
estimating phago‐mixotrophy in nanophytoplankton. Journal of Plankton
Research, 41(2), 77–89. https://doi.org/10.1093/plankt/fbz008

Berge, T., Poulsen, L. K., Moldrup, M., Daugbjerg, N., & Juel Hansen, P.
(2012). Marine microalgae attack and feed on metazoans. The ISME
Journal: Multidisciplinary Journal of Microbial Ecology, 6, 1926–1936.
https://doi.org/10.1038/ismej.2012.29

Binzer, S. B., Varga, E., Andersen, A. J. C., Svenssen, D. K., de Medeiros, L. S.,
Rasmussen, S. A., Larsen, T. O., & Hansen, P. J. (2020). Karmitoxin pro-
duction by Karlodinium armiger and the effects of K. armiger and kar-
mitoxin towards fish. Harmful Algae, 99, 101905. https://doi.org/10.1016/
j.hal.2020.101905

Blauw, A., Anderson, P., Estrada, M., Johansen, M., Laanemets, J., Peperzak,
L., Purdie, D., Raine, R., & Vahtera, E. (2006). The use of fuzzy logic for
data analysis and modelling of European harmful algal blooms: Results of
the HABES project. African Journal of Marine Science, 28(2), 365–369.
https://doi.org/10.2989/18142320609504179

Bresnan, E., Cook, K. B., Hughes, S. L., Hay, S. J., Smith, K., Walsham, P., &
Webster, L. (2015). Seasonality of the plankton community at an East and
West coast monitoring site in Scottish waters. Journal of Sea Research,
105, 16–29. https://doi.org/10.1016/j.seares.2015.06.009

Brito, A. A. C., Moita, T., Gameiro, C., Silva, T., Anselmo, T., & Brotas, V.
(2015). Changes in the phytoplankton composition in a temperate

estuarine system (1960 to 2010. Estuar Coast, 38(5), 1678–1691. https://
doi.org/10.1007/s12237-014-9900-8

Brutemark, A., & Granéli, E. (2011). Role of mixotrophy and light for growth
and survival of the toxic haptophyte Prymnesium parvum. Harmful Algae,
10(4), 388–394. https://doi.org/10.1016/j.hal.2011.01.005

Bueno, M., Alberto, S. F., de Carvalho, R., Costa, T. M., Ciotti, Á. M., &
Christofoletti, R. A. (2017). Plankton in waters adjacent to the Laje de
Santos state marine conservation park, Brazil: Spatio‐temporal dis-
tribution surveys. Brazilian Journal of Oceanography, 65(4), 564–575.
https://doi.org/10.1590/s1679-87592017129006504

Burkholder, J. A. M., Glibert, P. M., & Skelton, H. M. (2008). Mixotrophy, a
major mode of nutrition for harmful algal species in eutrophic waters.
Harmful Algae, 8(1), 77–93. https://doi.org/10.1016/j.hal.2008.08.010

Caroppo, C., Buttino, I., Camatti, E., Caruso, G., De, A., Facca, C.,
Giovanardi, L., Lazzara, L., Mangoni, O., & Magaletti, E. (2013). State of
the art and perspectives on the use of planktonic communities as in-
dicators of environmental status in relation to the EU Marine Strategy FD.
Biologia Marina Mediterranea, 20(1), 65–73. https://doi.org/10.13140/2.1.
4526.0802

Caruso, G., Azzaro, M., Caroppo, C., Decembrini, F., Monticelli, L. S.,
Leonardi, M., Maimone, G., Zaccone, R., & La Ferla, R. (2016). Microbial
community and its potential as descriptor of environmental status. ICES
Journal of Marine Science, 73(9), 2174–2177. https://doi.org/10.1093/
icesjms/fsw101

Cohen, N. R. (2022). Mixotrophic plankton foraging behaviour linked to
carbon export. Nature Communications, 13(1), 1302. https://doi.org/10.
1038/s41467-022-28868-7

Cooper, J. T., Sinclair, G. A., & Wawrik, B. (2016). Transcriptome analysis of
Scrippsiella trochoidea CCMP 3099 reveals physiological changes related
to nitrate depletion. Frontiers in Microbiology, 7, 639. https://doi.org/10.
3389/fmicb.2016.00639

Costanza, R., d'Arge, R., de Groot, R., Farber, S., Grasso, M., Hannon, B.,
Limburg, K., Naeem, S., O'Neill, R. V., Paruelo, J., Raskin, R. G., Sutton,
P., & van den Belt, M. (1998). The value of the world's ecosystem services
and natural capital. Nature, 387(6630), 253–260. https://doi.org/10.1038/
387253a0

D'Alelio, D., Libralato, S., Wyatt, T., & Ribera d'Alcalà, M. (2016). Ecological‐
network models link diversity, structure and function in the plankton
food‐web. Scientific Reports, 6(1), 21806. https://doi.org/10.1038/
srep21806

Davidson, K., Gowen, R. J., Harrison, P. J., Fleming, L. E., Hoagland, P., &
Moschonas, G. (2014). Anthropogenic nutrients and harmful algae in
coastal waters. Journal of Environmental Management, 146, 206–216.
https://doi.org/10.1016/j.jenvman.2014.07.002

de Vargas, C., Audic, S., Henry, N., Decelle, J., Mahé, F., Logares, R., Lara, E.,
Berney, C., Le Bescot, N., Probert, I., Carmichael, M., Poulain, J., Romac,
S., Colin, S., Aury, J. M., Bittner, L., Chaffron, S., Dunthorn, M., Engelen,
S., … Karsenti, E. (2015). Eukaryotic plankton diversity in the sunlit ocean.
Science, 348(6237), 1261605. https://doi.org/10.1126/science.1261605

Décima, M., Landry, M. R., Bradley, C. J., & Fogel, M. L. (2017). Alanine δ15N
trophic fractionation in heterotrophic protists. Limnology and Ocean-
ography, 62(5), 2308–2322. https://doi.org/10.1002/lno.10567

Díaz, P. A., & Reguera, B. (2023). North American Dinophysis, late‐comers to
the harmful algae world. Journal of Phycology, 59(4), 653–657. https://doi.
org/10.1111/jpy.13344

Edvarsen, B., & Paasche, E. (1998). Bloom dynamics and physiology of
Prymnesium and Chrysochromulina. In D. M. Anderson, A. D. Cembella,
& G. M. Hallegraeff (Eds.), Physiological ecology of harmful algal blooms
(Vol. G 41, pp. 193–208). Springer‐Verlag. http://ci.nii.ac.jp/naid/
10017389488/en/

Edwards, K. F., Li, Q., McBeain, K. A., Schvarcz, C. R., & Steward, G. F. (2023).
Trophic strategies explain the ocean niches of small eukaryotic phyto-
plankton. Proceedings of the Royal Society B: Biological Sciences,
290(1991), 20222021. https://doi.org/10.1098/rspb.2022.2021

Erdner, D. L., Dyble, J., Parsons, M. L., Stevens, R. C., Hubbard, K. A., Wrabel,
M. L., Moore, S. K., Lefebvre, K. A., Anderson, D. M., Bienfang, P.,
Bidigare, R. R., Parker, M. S., Moeller, P., Brand, L. E., & Trainer, V. L.
(2008). Centers for oceans and human health: A unified approach to the

Integr Environ Assess Manag 2024:1366–1383 © 2024 The AuthorsDOI: 10.1002/ieam.4914

MIXOPLANKTON IN MARINE MANAGEMENT—Integr Environ Assess Manag 20, 2024 1379

 15513793, 2024, 5, D
ow

nloaded from
 https://setac.onlinelibrary.w

iley.com
/doi/10.1002/ieam

.4914 by W
elsh A

ssem
bly G

overnm
ent, W

iley O
nline L

ibrary on [21/08/2024]. See the T
erm

s and C
onditions (https://onlinelibrary.w

iley.com
/term

s-and-conditions) on W
iley O

nline L
ibrary for rules of use; O

A
 articles are governed by the applicable C

reative C
om

m
ons L

icense

https://doi.org/10.1016/j.hal.2008.08.017
https://doi.org/10.1016/j.hal.2008.08.017
https://doi.org/10.3389/fmicb.2017.01398
https://doi.org/10.3389/fmicb.2017.01398
https://doi.org/10.1007/s00227-019-3612-3
https://doi.org/10.1007/s00227-019-3612-3
https://doi.org/10.3389/fmars.2021.799358
https://doi.org/10.3389/fmars.2021.799358
https://doi.org/10.2139/ssrn.4651513
https://doi.org/10.2139/ssrn.4651513
https://doi.org/10.2216/15-93.1
https://doi.org/10.1111/fwb.14066
https://doi.org/10.3389/fmars.2019.00321
https://doi.org/10.3389/fmars.2019.00321
https://doi.org/10.1016/j.icesjms.2005.01.002
https://doi.org/10.1016/j.icesjms.2005.01.002
https://doi.org/10.1016/j.marpol.2017.12.021
https://doi.org/10.1093/plankt/fbz008
https://doi.org/10.1038/ismej.2012.29
https://doi.org/10.1016/j.hal.2020.101905
https://doi.org/10.1016/j.hal.2020.101905
https://doi.org/10.2989/18142320609504179
https://doi.org/10.1016/j.seares.2015.06.009
https://doi.org/10.1007/s12237-014-9900-8
https://doi.org/10.1007/s12237-014-9900-8
https://doi.org/10.1016/j.hal.2011.01.005
https://doi.org/10.1590/s1679-87592017129006504
https://doi.org/10.1016/j.hal.2008.08.010
https://doi.org/10.13140/2.1.4526.0802
https://doi.org/10.13140/2.1.4526.0802
https://doi.org/10.1093/icesjms/fsw101
https://doi.org/10.1093/icesjms/fsw101
https://doi.org/10.1038/s41467-022-28868-7
https://doi.org/10.1038/s41467-022-28868-7
https://doi.org/10.3389/fmicb.2016.00639
https://doi.org/10.3389/fmicb.2016.00639
https://doi.org/10.1038/387253a0
https://doi.org/10.1038/387253a0
https://doi.org/10.1038/srep21806
https://doi.org/10.1038/srep21806
https://doi.org/10.1016/j.jenvman.2014.07.002
https://doi.org/10.1126/science.1261605
https://doi.org/10.1002/lno.10567
https://doi.org/10.1111/jpy.13344
https://doi.org/10.1111/jpy.13344
http://ci.nii.ac.jp/naid/10017389488/en/
http://ci.nii.ac.jp/naid/10017389488/en/
https://doi.org/10.1098/rspb.2022.2021


challenge of harmful algal blooms. Environment and Health, 7(Suppl. 2),
S2. https://doi.org/10.1186/1476-069X-7-S2-S2

European Commission. (2003). Proposal for a Directive of the European
Parliament and of the Council concerning the quality of bathing water.
Official Journal of the European Union, C 45, E/127.

European Commission. (2008). Directive 2008/56/EC of the European Par-
liament and of the Council establishing a framework for community action
in the field of marine environmental policy (Marine Strategy Framework
Directive). Official Journal of the European Union, 51, 19–40.

European Commission. (2017). Invasive alien species of Union concern (Re-
port No. KH‐02‐17‐775‐EN‐N). Publications Office of the European Union.
http://ec.europa.eu/environment/nature/pdf/IAS_brochure_species.pdf

European Environment Agency. (2014). Digest of EEA indicators 2014
(Technical Report No. 8/2014). Publications Office of the European Union.
http://www.eea.europa.eu/publications/digest-of-eea-indicators-2014

Ferreira, G. D., & Calbet, A. (2020). Caveats on the use of rotenone to esti-
mate mixotrophic grazing in the oceans. Scientific Reports, 10(3899), 11.
https://doi.org/10.1038/s41598-020-60764-2

Ferreira, G. D., Figueira, J., Marques, S. C., Hansen, P. J., & Calbet, A. (2022).
The strengths and weaknesses of live fluorescently labelled algae
(LFLA) to estimate herbivory in protozooplankton and mixoplankton.
Marine Environmental Research, 174, 105558. https://doi.org/10.1016/j.
marenvres.2022.105558

Flynn, K. J., Mitra, A., Anestis, K., Anschütz, A. A., Calbet, A., Ferreira, G. D.,
Gypens, N., Hansen, P. J., John, U., Martin, J. L., Mansour, J. S., Maselli,
M., Medić, N., Norlin, A., Not, F., Pitta, P., Romano, F., Saiz, E., Schneider,
L. K., … Traboni, C. (2019). Mixotrophic protists and a new paradigm for
marine ecology: where does plankton research go now? Journal of
Plankton Research, 41(4), 375–391. https://doi.org/10.1093/plankt/fbz026

Flynn, K. J., Stoecker, D. K., Mitra, A., Raven, J. A., Glibert, P. M., Hansen,
P. J., Li, E. G., & Burkholder, J. M. (2013). Misuse of the phytoplankton—
Zooplankton dichotomy: The need to assign organisms as mixotrophs
within plankton functional types. Journal of Plankton Research, 35(1),
3–11. https://doi.org/10.1093/plankt/fbs062

Gameiro, C., Cartaxana, P., & Brotas, V. (2007). Environmental drivers of
phytoplankton distribution and composition in Tagus Estuary, Portugal.
Estuarine, Coastal and Shelf Science, 75(1), 21–34. https://doi.org/10.
1016/j.ecss.2007.05.014

Gao, H., An, X., Liu, L., Zhang, K. K., Zheng, D., & Tong, M. (2017). Char-
acterization of Dinophysis acuminata from the Yellow Sea, China, and its
response to different temperatures and Mesodinium prey. Oceanological
and Hydrobiological Studies, 46(4), 439–450. https://doi.org/10.1515/ohs-
2017-0043

García‐Portela, M., Reguera, B., Gago, J., Le Gac, M., & Rodríguez, F. (2020).
Uptake of inorganic and organic nitrogen sources by Dinophysis acumi-
nata and D. acuta. Microorganisms, 8(2), 187. https://doi.org/10.3390/
microorganisms8020187

Ghyoot, C., Lancelot, C., Flynn, K. J., Mitra, A., & Gypens, N. (2017). In-
troducing mixotrophy into a biogeochemical model describing an eu-
trophied coastal ecosystem: The Southern North Sea. Progress in
Oceanography, 157, 1–11. https://doi.org/10.1016/j.pocean.2017.08.002

Giannakourou, A., Orlova, T. Y., Assimakopoulou, G., & Pagou, K. (2005).
Dinoflagellate cysts in recent marine sediments from Thermaikos Gulf,
Greece: Effects of resuspension events on vertical cyst distribution.
Continental Shelf Research, 25(19), 2585–2596. https://doi.org/10.1016/j.
csr.2005.08.003

Glibert, P. M. (2017). Eutrophication, harmful algae and biodiversity—
Challenging paradigms in a world of complex nutrient changes. Marine
Pollution Bulletin, 124(2), 591–606. https://doi.org/10.1016/j.marpolbul.
2017.04.027

Glibert, P. M., Seitzinger, S., Heil, C., Burkholder, J., Parrow, M., Codispoti, L.,
& Kelly, V. (2005). The role of eutrophication in the global proliferation of
harmful algal blooms. Oceanography, 18(2), 198–209. https://doi.org/10.
5670/oceanog.2005.54

Gobler, C. J., Berry, D. L., Dyhrman, S. T., Wilhelm, S. W., Salamov, A.,
Lobanov, A. V., Zhang, Y., Collier, J. L., Wurch, L. L., Kustka, A. B., Dill,
B. D., Shah, M., VerBerkmoes, N. C., Kuo, A., Terry, A., Pangilinan, J.,
Lindquist, E. A., Lucas, S., Paulsen, I. T.,… Grigoriev, I. V. (2011). Niche of

harmful alga Aureococcus anophagefferens revealed through ecoge-
nomics. Proceedings of the National Academy of Sciences of the United
States of America, 108(11), 4352–4357. https://doi.org/10.1073/pnas.
1016106108

Gomes, H. R., McKee, K., Mile, A., Thandapu, S., Al‐Hashmi, K., Jiang, X., &
Goes, J. I. (2018). Influence of light availability and prey type on the
growth and photo‐physiological rates of the mixotroph Noctiluca scintil-
lans. Frontiers in Marine Science, 5, 374. https://doi.org/10.3389/fmars.
2018.00374

Gowen, R. J., McQuatters‐Gollop, A., Tett, P., Best, M., Bresnan, E.,
Castellani, C., Cook, K., Forster, R., Scherer, C., & Mckinney, A. (2011).
The development of UK pelagic (plankton) indicators and targets for the
MSFD. AFBI Workshop Report.

Granéli, E., & Flynn, K. (2006). Chemical and physical factors influencing toxin
content. In E. Granéli & J. T. Turner (Eds.), Ecology of harmful algae
(pp. 229–241). Springer.

Gutiérrez‐Rodríguez, A., Décima, M., Popp, B. N., & Landry, M. R. (2014).
Isotopic invisibility of protozoan trophic steps in marine food webs.
Limnology and Oceanography, 59(5), 1590–1598. https://doi.org/10.
4319/lo.2014.59.5.1590

Hallegraeff, G., & Gollasch, S. (2006). Anthropogenic introductions of
microalgae. In E. Granéli & J. T. Turner (Eds.), Ecology of harmful
algae (pp. 379–390). Springer. https://doi.org/10.1007/978-3-540-
32210-8_29

Hammer, A. C., & Pitchford, J. W. (2005). The role of mixotrophy in plankton
bloom dynamics, and the consequences for productivity. ICES Journal of
Marine Science, 62(5), 833–840. https://doi.org/10.1016/j.icesjms.2005.
03.001

Hansen, P. J. (2011). The role of photosynthesis and food uptake for the
growth of marine mixotrophic dinoflagellates. The Journal of Eukaryotic
Microbiology, 58(3), 203–214. https://doi.org/10.1111/j.1550-7408.2011.
00537.x

Harrison, P. J., Furuya, K., Glibert, P. M., Xu, J., Liu, H. B., Yin, K., Lee, J. H.
W., Anderson, D. M., Gowen, R., Al‐Azri, A. R., & Ho, A. Y. T. (2011).
Geographical distribution of red and green Noctiluca scintillans. Chinese
Journal of Oceanology and Limnology, 29(4), 807–831. https://doi.org/10.
1007/s00343-011-0510-z

Hartmann, M., Grob, C., Tarran, G. A., Martin, A. P., Burkill, P. H., Scanlan,
D. J., & Zubkov, M. V. (2012). Mixotrophic basis of Atlantic oligotrophic
ecosystems. Proceedings of the National Academy of Sciences of the
United States of America, 109(15), 5756–5760. https://doi.org/10.1073/
pnas.1118179109

Hattenrath‐Lehmann, T., & Gobler, C. J. (2015). The contribution of
inorganic and organic nutrients to the growth of a North American
isolate of the mixotrophic dinoflagellate, Dinophysis acuminata. Lim-
nology and Oceanography, 60, 1588–1603. https://doi.org/10.1002/
lno.10119

Hays, G. C., Richardson, A. J., & Robinson, C. (2005). Climate change and
marine plankton. European Journal of Phycology, 20(6), 337–344. https://
doi.org/10.1016/j.tree.2005.03.004

HELCOM. (2017). Diatom/dinoflagellate index. HELCOM pre‐core indicator
report. Online. http://www.helcom.fi/CoreIndicators/Diatom-Dinoflagell
ateindex-HELCOMpre-coreindicatorreport_HOLASIIcomponent.pdf

Hernández‐Urcera, J., Rial, P., García‐Portela, M., Lourés, P., Kilcoyne, J.,
Rodríguez, F., Fernández‐Villamarín, A., & Reguera, B. (2018). Notes on
the cultivation of two mixotrophic Dinophysis species and their ciliate
prey Mesodinium rubrum. Toxins, 10(12), 505. https://doi.org/10.3390/
toxins10120505

Higo, S., Thaw, M.‐S.‐H, Yamatogi, T., Ishida, N., Hirae, S., & Koike, K. (2017).
Application of a pulse‐amplitude‐modulation (PAM) fluorometer reveals
its usefulness and robustness in the prediction of Karenia mikimotoi
blooms: A case study in Sasebo Bay, Nagasaki, Japan. Harmful Algae, 61,
63–70. https://doi.org/10.1016/j.hal.2016.11.013

Hoagland, P., & Scatasta, S. (2006). The economic effects of harmful algal
bloomsE. Granéli & J. T. Tyrner (Eds.), Ecology of harmful algae (Vol. 189,
pp. 391–402). Springer‐Verlag.

Houliez, E., Fischer, A. D., Bill, B. D., & Moore, S. K. (2023). Does prey
availability influence the detection of Dinophysis spp. by the imaging

Integr Environ Assess Manag 2024:1366–1383 © 2024 The Authorswileyonlinelibrary.com/journal/ieam

1380 Integr Environ Assess Manag 20, 2024—ANSCHÜTZ ET AL.

 15513793, 2024, 5, D
ow

nloaded from
 https://setac.onlinelibrary.w

iley.com
/doi/10.1002/ieam

.4914 by W
elsh A

ssem
bly G

overnm
ent, W

iley O
nline L

ibrary on [21/08/2024]. See the T
erm

s and C
onditions (https://onlinelibrary.w

iley.com
/term

s-and-conditions) on W
iley O

nline L
ibrary for rules of use; O

A
 articles are governed by the applicable C

reative C
om

m
ons L

icense

https://doi.org/10.1186/1476-069X-7-S2-S2
http://ec.europa.eu/environment/nature/pdf/IAS_brochure_species.pdf
http://www.eea.europa.eu/publications/digest-of-eea-indicators-2014
https://doi.org/10.1038/s41598-020-60764-2
https://doi.org/10.1016/j.marenvres.2022.105558
https://doi.org/10.1016/j.marenvres.2022.105558
https://doi.org/10.1093/plankt/fbz026
https://doi.org/10.1093/plankt/fbs062
https://doi.org/10.1016/j.ecss.2007.05.014
https://doi.org/10.1016/j.ecss.2007.05.014
https://doi.org/10.1515/ohs-2017-0043
https://doi.org/10.1515/ohs-2017-0043
https://doi.org/10.3390/microorganisms8020187
https://doi.org/10.3390/microorganisms8020187
https://doi.org/10.1016/j.pocean.2017.08.002
https://doi.org/10.1016/j.csr.2005.08.003
https://doi.org/10.1016/j.csr.2005.08.003
https://doi.org/10.1016/j.marpolbul.2017.04.027
https://doi.org/10.1016/j.marpolbul.2017.04.027
https://doi.org/10.5670/oceanog.2005.54
https://doi.org/10.5670/oceanog.2005.54
https://doi.org/10.1073/pnas.1016106108
https://doi.org/10.1073/pnas.1016106108
https://doi.org/10.3389/fmars.2018.00374
https://doi.org/10.3389/fmars.2018.00374
https://doi.org/10.4319/lo.2014.59.5.1590
https://doi.org/10.4319/lo.2014.59.5.1590
https://doi.org/10.1007/978-3-540-32210-8_29
https://doi.org/10.1007/978-3-540-32210-8_29
https://doi.org/10.1016/j.icesjms.2005.03.001
https://doi.org/10.1016/j.icesjms.2005.03.001
https://doi.org/10.1111/j.1550-7408.2011.00537.x
https://doi.org/10.1111/j.1550-7408.2011.00537.x
https://doi.org/10.1007/s00343-011-0510-z
https://doi.org/10.1007/s00343-011-0510-z
https://doi.org/10.1073/pnas.1118179109
https://doi.org/10.1073/pnas.1118179109
https://doi.org/10.1002/lno.10119
https://doi.org/10.1002/lno.10119
https://doi.org/10.1016/j.tree.2005.03.004
https://doi.org/10.1016/j.tree.2005.03.004
http://www.helcom.fi/Core
http://www.helcom.fi/Core
https://doi.org/10.3390/toxins10120505
https://doi.org/10.3390/toxins10120505
https://doi.org/10.1016/j.hal.2016.11.013


FlowCytobot? Harmful Algae, 130, 102544. https://doi.org/10.1016/j.hal.
2023.102544

Jaschinski, S., Flöder, S., Petenati, T., & Göbel, J. (2015). Effects of nitrogen
concentration on the taxonomic and functional structure of phytoplankton
communities in the Western Baltic Sea and implications for the European
water framework directive. Hydrobiologia, 745(1), 201–210. https://doi.
org/10.1007/s10750-014-2109-9

John, E. H., & Flynn, K. J. (2000). Growth dynamics and toxicity of Alexan-
drium fundyense (Dinophyceae): The effect of changing N[ratio]P
supply ratios on internal toxin and nutrient levels. European Journal of
Phycology, 35(1), 11–23.

Jones, H. L. J., Leadbeater, B. S. C., & Green, J. C. (1993). Mixotrophy in
marine species of Chrysochromulina (Prymnesiophyceae): Ingestion and
digestion of a small green flagellate. Journal of the Marine Biological
Association of the United Kingdom, 73(2), 283–296. https://doi.org/10.
1017/S0025315400032859

Katechakis, A., Haseneder, T., Kling, R., & Stibor, H. (2005). Mixotrophic
versus photoautotrophic specialist algae as food for zooplankton: The
light:nutrient hypothesis might not hold for mixotrophs. Limnology and
Oceanography, 50(4), 1290–1299. https://doi.org/10.4319/lo.2005.50.
4.1290

Katsanevakis, S., Wallentinus, I., Zenetos, A., Leppäkoski, E., Çinar, M. E.,
Oztürk, B., Grabowski, M., Golani, D., & Cardoso, A. C. (2014). Impacts of
invasive alien marine species on ecosystem services and biodiversity: A
pan‐European review. Aquatic Invasions, 9(4), 391–423. https://doi.org/
10.3391/ai.2014.9.4.01

Klais, R., Tamminen, T., Kremp, A., Spilling, K., & Olli, K. (2011). Decadal‐
scale changes of dinoflagellates and diatoms in the anomalous Baltic Sea
spring bloom. PLoS One, 6(6), e21567. https://doi.org/10.1371/journal.
pone.0021567

Labarre, A., Obiol, A., Wilken, S., Forn, I., & Massana, R. (2020). Expression of
genes involved in phagocytosis in uncultured heterotrophic flagellates.
Limnology and Oceanography, 65(S1), S149–S160. https://doi.org/10.
1002/lno.11379

Landry, M. R., & Décima, M. R. (2017). Protistan microzooplankton and the
trophic position of tuna: Quantifying the trophic link between micro‐ and
mesozooplankton in marine foodwebs. ICES Journal of Marine Science,
74(7), 1885–1892. https://doi.org/10.1093/icesjms/fsx006

Landry, M. R., & Hassett, R. P. (1982). Estimating the grazing impact of marine
micro‐zooplankton. Marine Biology, 67(3), 283–288. https://doi.org/10.
1007/BF00397668

Lapeyra Martin, J., John, U., Royer, C., & Gypens, N. (2022). Fantastic beasts:
Unfolding mixoplankton temporal variability in the Belgian Coastal Zone
through DNA‐metabarcoding. Frontiers in Marine Science, 9, 333. https://
doi.org/10.3389/fmars.2022.786787

Lehtinen, S., Suikkanen, S., Hällfors, H., Kauppila, P., Lehtiniemi, M., Tuimala,
J., Uusitalo, L., & Kuosa, H. (2016). Approach for supporting food web
assessments with multi‐decadal phytoplankton community analyses—
Case Baltic Sea. Frontiers in Marine Science, 3, 220. https://doi.org/10.
3389/fmars.2016.00220

Leles, S. G., Mitra, A., Flynn, K. J., Stoecker, D. K., Hansen, P. J., Calbet, A.,
McManus, G. B., Sanders, R. W., Caron, D. A., Not, F., Hallegraeff, G. M.,
Pitta, P., Raven, J. A., Johnson, M. D., Glibert, P. M., & Våge, S. (2017).
Oceanic protists with different forms of acquired phototrophy display
contrasting biogeographies and abundance. Proceedings of the Royal
Society B: Biological Sciences, 284(1860), 20170664. https://doi.org/10.
1098/rspb.2017.0664

Leles, S. G., Mitra, A., Flynn, K. J., Tillmann, U., Stoecker, D., Jeong, H. J.,
Burkholder, J., Hansen, P. J., Caron, D. A., Glibert, P. M., Hallegraeff, G.,
Raven, J. A., Sanders, R. W., & Zubkov, M. (2019). Sampling bias mis-
represents the biogeographical significance of constitutive mixotrophs
across global oceans. Global Ecology and Biogeography, 28(4), 418–428.
https://doi.org/10.1111/geb.12853

Lie, A. A. Y., Liu, Z., Terrado, R., Tatters, A. O., Heidelberg, K. B., & Caron,
D. A. (2018). A tale of two mixotrophic chrysophytes: Insights into the
metabolisms of two Ochromonas species (Chrysophyceae) through a
comparison of gene expression. PLoS One, 13(2), e0192439. https://doi.
org/10.1371/journal.pone.0192439

Lima‐Mendez, G., Faust, K., Henry, N., Decelle, J., Colin, S., Carcillo, F.,
Chaffron, S., Ignacio‐Espinosa, J. C., Roux, S., Vincent, F., Bittner, L.,
Darzi, Y., Wang, J., Audic, S., Berline, L., Bontempi, G., Cabello, A. M.,
Coppola, L., Cornejo‐Castillo, F. M., … Raes, J. (2015). Determinants of
community structure in the global plankton interactome. Science,
348(6237), 1262073. https://doi.org/10.1126/science.1262073

Link, J. S. (2005). Translating ecosystem indicators into decision criteria. ICES
Journal of Marine Science, 62(3), 569–576. https://doi.org/10.1016/j.
icesjms.2004.12.015

Lipsewers, T., & Spilling, K. (2018). Microzooplankton, the missing link in
Finnish plankton monitoring programs. Boreal Environment Research, 23,
127–137.

López‐Jurado, J. L., Balbín, R., Amengual, B., Aparicio‐González, A.,
Fernández de Puelles, M. L., García‐Martínez, M. C., Gazá, M., Jansá, J.,
Morillas‐Kieffer, A., Moyá, F., Santiago, R., Serra, M., Vargas‐Yáñez, M., &
Vicente, L. (2015). The RADMED monitoring program: Towards an eco-
system approach. Ocean Science Discussions, 12(645–671), https://doi.
org/10.5194/osd-12-645-2015

Mackey, M., Mackey, D., Higgins, H., & Wright, S. (1996). CHEMTAX—A
program for estimating class abundances from chemical markers: Appli-
cation to HPLC measurements of phytoplankton. Marine Ecology Prog-
ress Series, 144, 265–283. https://doi.org/10.3354/meps144265

Maselli, M., Meire, L., Meire, P., & Hansen, P. J. (2023). Effects of glacial flour
on marine micro‐plankton: Evidences from natural communities of
Greenlandic Fjords and experimental studies. Protist, 174(1), 125928.
https://doi.org/10.1016/j.protis.2022.125928

McCormick, P. V., & Cairns, J. (1994). Algae as indicators of environmental
change. Journal of Applied Phycology, 6(5), 509–526. https://doi.org/10.
1007/BF02182405

McQuatters‐Gollop, A., Edwards, M., Helaouët, P., Johns, D. G., Owens, N. J.
P., Raitsos, D. E., Schroeder, D., Skinner, J., & Stern, R. F. (2015). The
Continuous Plankton Recorder survey: How can long‐term phytoplankton
datasets contribute to the assessment of good environmental status.
Estuarine Coastal and Shelf Science, 162, 88–97. https://doi.org/10.1016/
j.ecss.2015.05.010

McQuatters‐Gollop, A., Gilbert, A. J., Mee, L. D., Vermaat, J. E., Artioli, Y.,
Humborg, C., & Wulff, F. (2009). How well do ecosystem indicators
communicate the effects of anthropogenic eutrophication. Estuarine
Coastal and Shelf Science, 82(4), 583–596. https://doi.org/10.1016/j.ecss.
2009.02.017

McQuatters‐Gollop, A., Johns, D. G., Bresnan, E., Skinner, J., Rombouts, I.,
Stern, R., Aubert, A., Johansen, M., Bedford, J., & Knights, A. (2017).
From microscope to management: The critical value of plankton
taxonomy to marine policy and biodiversity conservation. Marine Policy,
83, 1–10. https://doi.org/10.1016/j.marpol.2017.05.022

Michener, R. H., & Kaufmann, L. (2007). Stable isotope ratios as tracers in
marine food webs: An update. In R. H. Michener & K. Lajtha (Eds.), Stable
isotopes in ecology and environmental science (2nd ed.). Blackwell
Publishing Ltd.

Millette, N. C., Pierson, J. J., Aceves, A., & Stoecker, D. K. (2017). Mixotrophy
in Heterocapsa rotundata: A mechanism for dominating the winter phy-
toplankton. Limnology and Oceanography, 62(2), 836–845. https://doi.
org/10.1002/lno.10470

Mitra, A., Caron, D. A., Faure, E., Flynn, K. J., Leles, S. G., Hansen, P. J.,
McManus, G. B., Not, F., do Rosario Gomes, H., Santoferrara, L. F.,
Stoecker, D. K., & Tillmann, U. (2023). The Mixoplankton Database—
Diversity of photo‐phago‐trophic plankton in form, function and dis-
tribution across the global ocean. The Journal of Eukaryotic Microbiology,
70(4), e12972. https://doi.org/10.1111/jeu.12972

Mitra, A., Flynn, K. J., Burkholder, J. M., Berge, T., Calbet, A., Raven, J. A.,
Granéli, E., Glibert, P. M., Hansen, P. J., Stoecker, D. K., Thingstad, F.,
Tillmann, U., Våge, S., Wilken, S., & Zubkov, M. V. (2014). The role of
mixotrophic protists in the biological carbon pump. Biogeosciences,
11(4), 995–1005. https://doi.org/10.5194/bg-11-995-2014

Mitra, A., Flynn, K. J., Tillmann, U., Raven, J. A., Caron, D., Stoecker, D. K.,
Not, F., Hansen, P. J., Hallegraeff, G., Sanders, R., Wilken, S., McManus,
G., Johnson, M., Pitta, P., Våge, S., Berge, T., Calbet, A., Thingstad, F.,
Jeong, H. J.,… Lundgren, V. (2016). Defining planktonic protist functional

Integr Environ Assess Manag 2024:1366–1383 © 2024 The AuthorsDOI: 10.1002/ieam.4914

MIXOPLANKTON IN MARINE MANAGEMENT—Integr Environ Assess Manag 20, 2024 1381

 15513793, 2024, 5, D
ow

nloaded from
 https://setac.onlinelibrary.w

iley.com
/doi/10.1002/ieam

.4914 by W
elsh A

ssem
bly G

overnm
ent, W

iley O
nline L

ibrary on [21/08/2024]. See the T
erm

s and C
onditions (https://onlinelibrary.w

iley.com
/term

s-and-conditions) on W
iley O

nline L
ibrary for rules of use; O

A
 articles are governed by the applicable C

reative C
om

m
ons L

icense

https://doi.org/10.1016/j.hal.2023.102544
https://doi.org/10.1016/j.hal.2023.102544
https://doi.org/10.1007/s10750-014-2109-9
https://doi.org/10.1007/s10750-014-2109-9
https://doi.org/10.1017/S0025315400032859
https://doi.org/10.1017/S0025315400032859
https://doi.org/10.4319/lo.2005.50.4.1290
https://doi.org/10.4319/lo.2005.50.4.1290
https://doi.org/10.3391/ai.2014.9.4.01
https://doi.org/10.3391/ai.2014.9.4.01
https://doi.org/10.1371/journal.pone.0021567
https://doi.org/10.1371/journal.pone.0021567
https://doi.org/10.1002/lno.11379
https://doi.org/10.1002/lno.11379
https://doi.org/10.1093/icesjms/fsx006
https://doi.org/10.1007/BF00397668
https://doi.org/10.1007/BF00397668
https://doi.org/10.3389/fmars.2022.786787
https://doi.org/10.3389/fmars.2022.786787
https://doi.org/10.3389/fmars.2016.00220
https://doi.org/10.3389/fmars.2016.00220
https://doi.org/10.1098/rspb.2017.0664
https://doi.org/10.1098/rspb.2017.0664
https://doi.org/10.1111/geb.12853
https://doi.org/10.1371/journal.pone.0192439
https://doi.org/10.1371/journal.pone.0192439
https://doi.org/10.1126/science.1262073
https://doi.org/10.1016/j.icesjms.2004.12.015
https://doi.org/10.1016/j.icesjms.2004.12.015
https://doi.org/10.5194/osd-12-645-2015
https://doi.org/10.5194/osd-12-645-2015
https://doi.org/10.3354/meps144265
https://doi.org/10.1016/j.protis.2022.125928
https://doi.org/10.1007/BF02182405
https://doi.org/10.1007/BF02182405
https://doi.org/10.1016/j.ecss.2015.05.010
https://doi.org/10.1016/j.ecss.2015.05.010
https://doi.org/10.1016/j.ecss.2009.02.017
https://doi.org/10.1016/j.ecss.2009.02.017
https://doi.org/10.1016/j.marpol.2017.05.022
https://doi.org/10.1002/lno.10470
https://doi.org/10.1002/lno.10470
https://doi.org/10.1111/jeu.12972
https://doi.org/10.5194/bg-11-995-2014


groups on mechanisms for energy and nutrient acquisition: Incorporation
of diverse mixotrophic strategies. Protist, 167(2), 106–120. https://doi.org/
10.1016/j.protis.2016.01.003

Moorthi, S., Ptacnik, R., Sanders, R., Fischer, R., Busch, M., & Hillebrand, H.
(2017). The functional role of planktonic mixotrophs in altering seston
stoichiometry. Aquatic Microbial Ecology, 79(3), 235–245. https://doi.org/
10.3354/ame01832

Muylaert, K., Gonzales, R., Franck, M., Lionard, M., Van der Zee, C., Cattrijsse,
A., Sabbe, K., Chou, L., & Vyverman, W. (2006). Spatial variation in phy-
toplankton dynamics in the Belgian coastal zone of the North Sea studied
by microscopy, HPLC‐CHEMTAX and underway fluorescence recordings.
Journal of Sea Research, 55(4), 253–265. https://doi.org/10.1016/j.seares.
2005.12.002

Nehring, S. (1996). Recruitment of planktonic dinoflagellates: Importance of
benthic resting stages and resuspension events. Internationale Revue der
Gesamten Hydrobiologie, 81(4), 513–527. https://doi.org/10.1002/iroh.
19960810404

Not, F., Zapata, M., Pazos, Y., Campaña, E., Doval, M., & Rodríguez, F. (2007).
Size‐fractionated phytoplankton diversity in the NW Iberian coast: A
combination of microscopic, pigment and molecular analyses. Aquatic
Microbial Ecology, 49(3), 255–265. https://doi.org/10.3354/ame01144

Oshima, Y., Bolch, C. J., & Hallegraeff, G. M. (1992). Toxin composition of
resting cysts of Alexandrium tamarense (Dinophyceae). Toxicon, 30(12),
1539–1544. https://doi.org/10.1016/0041-0101(92)90025-Z

OSPAR. (2017). Pilot assessment of production of phytoplankton. OSPAR
Assessment Portal. https://oap.ospar.org/en/ospar-assessments/
intermediate-assessment-2017/biodiversity-status/fish-and-food-webs/
phytoplankton-production/

Paerl, H. W., Valdes, L. M., Pinckney, J. L., Piehler, M. F., Dyble, J., &
Moisander, P. H. (2003). Phytoplankton photopigments as indicators of
estuarine and coastal eutrophication. Bioscience, 53(10), 953–964. https://
doi.org/10.1641/0006-3568(2003)053

Park, M. G., Kim, S., Kim, H. S., Myung, G., Kang, Y. G., & Yih, W. (2006). First
successful culture of the marine dinoflagellate Dinophysis acuminata.
Aquatic Microbial Ecology, 45(2), 101–106. https://doi.org/10.3354/
ame045101

Péquin, B., LaBrie, R., St‐Gelais, N. F., & Maranger, R. (2022). Succession of
protistan functional traits is influenced by bloom timing. Frontiers in
Marine Science, 9, 916093. https://doi.org/10.3389/fmars.2022.916093

Piredda, R., Tomasino, M. P., D'Erchia, A. M., Manzari, C., Pesole, G.,
Montresor, M., Kooistra, W. H. C. F., Sarno, D., & Zingone, A. (2017).
Diversity and temporal patterns of planktonic protist assemblages at a
Mediterranean Long Term Ecological Research site. FEMS Microbiology
Ecology, 93(1), fiw200. https://doi.org/10.1093/femsec/fiw200

Princiotta, S. D., VanKuren, A., Williamson, C. E., Sanders, R. W., & Valiñas,
M. S. (2023). Disentangling the role of light and nutrient limitation on
bacterivory by mixotrophic nanoflagellates. Journal of Phycology, 59(4),
785–790. https://doi.org/10.1111/jpy.13358

Ptacnik, R., Sommer, U., Hansen, T., & Martens, V. (2004). Effects of micro-
zooplankton and mixotrophy in an experimental planktonic food web.
Limnology and Oceanography, 49, 1435–1445. https://doi.org/10.4319/
lo.2004.49.4_part_2.1435

Regaudie‐De‐Gioux, A., & Duarte, C. M. (2012). Temperature dependence
of planktonic metabolism in the ocean. Global Biogeochemical Cycles,
26(1), GB1015. https://doi.org/10.1029/2010GB003907

Reguera, B., Velo‐Suárez, L., Raine, R., & Park, M. G. (2012). Harmful
Dinophysis species: A review. Harmful Algae, 14, 87–106. https://doi.org/
10.1016/j.hal.2011.10.016

Ryther, J. H. (1969). Photosynthesis and fish production in the sea: The pro-
duction of organic matter and its conversion to higher forms of life vary
throughout the world ocean. Science, 166(3901), 72–76.

Scherer, C., Gowen, R. J., & Tett, P. (2016). Assessing the state of the pelagic
habitat: A case study of plankton and its environment in the Western Irish
Sea. Frontiers in Marine Science, 3, 236. https://doi.org/10.3389/fmars.
2016.00236

Schneider, L. K., Anestis, K., Mansour, J., Anschütz, A. A., Gypens, N.,
Hansen, P. J., John, U., Klemm, K., Martin, J. L., Medic, N., Not, F., &
Stolte, W. (2020). A dataset on trophic modes of aquatic protists.

Biodiversity Data Journal, 8, e56648. https://doi.org/10.3897/BDJ.8.
e56648

Seitzinger, S. P., Mayorga, E., Bouwman, A. F., Kroeze, C., Beusen, A. H. W.,
Billen, G., Van Drecht, G., Dumont, E., Fekete, B. M., Garnier, J., &
Harrison, J. A. (2010). Global river nutrient export: A scenario analysis of
past and future trends. Global Biogeochemical Cycles, 24(4), GB0A08.
https://doi.org/10.1029/2009GB003587

Skovgaard, A. (1996). Mixotrophy in Fragilidium subglobosum (Dinophyceae):
Growth and grazing responses as functions of light intensity.
Marine Ecology Progress Series, 143, 247–253. https://doi.org/10.3354/
meps143247

Smalley, G. W., Coats, D. W., & Stoecker, D. K. (2003). Feeding in the mix-
otrophic dinoflagellate Ceratium furca is influenced by intracellular nu-
trient concentrations. Marine Ecology Progress Series, 262, 137–151.
https://doi.org/10.3354/meps262137

Smayda, T. J. (1998). Patterns of variability characterizing marine phyto-
plankton, with examples from Narragansett Bay. ICES Journal of Marine
Science, 55(4), 562–573. https://doi.org/10.1006/jmsc.1998.0385

Stoecker, D. K. (1998). Conceptual models of mixotrophy in planktonic pro-
tists and some ecological and evolutionary implications. European
Journal of Protistology, 34(3), 281–290. https://doi.org/10.1016/S0932-
4739(98)80055-2

Stoecker, D. K., Hansen, P. J., Caron, D. A., & Mitra, A. (2016). Mixotrophy in
the marine plankton. Annual Review of Marine Science, 9(1), 311–335.
https://doi.org/10.1146/annurev-marine-010816-060617

Stoecker, D. K., Johnson, M. D., De Vargas, C., & Not, F. (2009). Acquired
phototrophy in aquatic protists. Aquatic Microbial Ecology, 57(3),
279–310. https://doi.org/10.3354/ame01340

Strong, J. A., Andonegi, E., Bizsel, K. C., Danovaro, R., Elliott, M., Franco, A.,
Garces, E., Little, S., Mazik, K., Moncheva, S., Papadopoulou, N., Patrício,
J., Queirós, A. M., Smith, C., Stefanova, K., & Solaun, O. (2015). Marine
biodiversity and ecosystem function relationships: The potential for
practical monitoring applications. Estuarine Coastal and Shelf Science,
161, 46–64. https://doi.org/10.1016/j.ecss.2015.04.008

Tillmann, U. (2003). Kill and eat your predator: A winning strategy of
the planktonic flagellate Prymnesium parvum. Aquatic Microbial Ecology,
32(1), 73–84. https://doi.org/10.3354/ame032073

Traboni, C., Calbet, A., & Saiz, E. (2021). Mixotrophy upgrades food quality
for marine calanoid copepods. Limnology and Oceanography, 66(12),
4125–4139. https://doi.org/10.1002/lno.11948

Varkitzi, I., Francé, J., Basset, A., Cozzoli, F., Stanca, E., Zervoudaki, S.,
Giannakourou, A., Assimakopoulou, G., Venetsanopoulou, A., Mozetič,
P., Tinta, T., Skejic, S., Vidjak, O., Cadiou, J. F., & Pagou, K. (2018).
Pelagic habitats in the Mediterranean Sea: A review of good environ-
mental status (GES) determination for plankton components and identi-
fication of gaps and priority needs to improve coherence for the MSFD
implementation. Ecological Indicators, 95, 203–218. https://doi.org/10.
1016/j.ecolind.2018.07.036

Ward, B. A. (2019). Mixotroph ecology: More than the sum of its parts. Pro-
ceedings of the National Academy of Sciences of the United States of
America, 116(13), 5846–5848. https://doi.org/10.1073/pnas.1902106116

Ward, B. A., & Follows, M. J. (2016). Marine mixotrophy increases trophic
transfer efficiency, mean organism size, and vertical carbon flux. Pro-
ceedings of the National Academy of Sciences of the United States of
America, 113(11), 2958–2963. https://doi.org/10.1073/pnas.1517118113

Wieczynski, D. J., Moeller, H. V., & Gibert, J. P. (2023). Mixotrophic microbes
create carbon tipping points under warming. Functional Ecology, 37(7),
1774–1786. https://doi.org/10.1111/1365-2435.14350

World Health Organisation. (2018). WHO recommendations on scientific, ana-
lytical and epidemiological developments relevant to the parameters
for bathing water quality in the Bathing Water Directive (2006/7/EC).
Recommendations. https://circabc.europa.eu/d/d/workspace/SpacesStore/
9e89152c-7cfe-4391-9bcf-c173519e8181/WHO-Recommendations-on-EC-
BWD.pdf

Xu, X., Wu, X., Xu, W., Sun, Y., Zhang, L., & Yang, Z. (2023). Water acid-
ification weakens the carbon sink capacity of mixotrophic organisms.
Science of the Total Environment, 865, 161120. https://doi.org/10.1016/j.
scitotenv.2022.161120

Integr Environ Assess Manag 2024:1366–1383 © 2024 The Authorswileyonlinelibrary.com/journal/ieam

1382 Integr Environ Assess Manag 20, 2024—ANSCHÜTZ ET AL.

 15513793, 2024, 5, D
ow

nloaded from
 https://setac.onlinelibrary.w

iley.com
/doi/10.1002/ieam

.4914 by W
elsh A

ssem
bly G

overnm
ent, W

iley O
nline L

ibrary on [21/08/2024]. See the T
erm

s and C
onditions (https://onlinelibrary.w

iley.com
/term

s-and-conditions) on W
iley O

nline L
ibrary for rules of use; O

A
 articles are governed by the applicable C

reative C
om

m
ons L

icense

https://doi.org/10.1016/j.protis.2016.01.003
https://doi.org/10.1016/j.protis.2016.01.003
https://doi.org/10.3354/ame01832
https://doi.org/10.3354/ame01832
https://doi.org/10.1016/j.seares.2005.12.002
https://doi.org/10.1016/j.seares.2005.12.002
https://doi.org/10.1002/iroh.19960810404
https://doi.org/10.1002/iroh.19960810404
https://doi.org/10.3354/ame01144
https://doi.org/10.1016/0041-0101(92)90025-Z
https://oap.ospar.org/en/ospar-assessments/intermediate-assessment-2017/biodiversity-status/fish-and-food-webs/phytoplankton-production/
https://oap.ospar.org/en/ospar-assessments/intermediate-assessment-2017/biodiversity-status/fish-and-food-webs/phytoplankton-production/
https://oap.ospar.org/en/ospar-assessments/intermediate-assessment-2017/biodiversity-status/fish-and-food-webs/phytoplankton-production/
https://doi.org/10.1641/0006-3568(2003)053
https://doi.org/10.1641/0006-3568(2003)053
https://doi.org/10.3354/ame045101
https://doi.org/10.3354/ame045101
https://doi.org/10.3389/fmars.2022.916093
https://doi.org/10.1093/femsec/fiw200
https://doi.org/10.1111/jpy.13358
https://doi.org/10.4319/lo.2004.49.4_part_2.1435
https://doi.org/10.4319/lo.2004.49.4_part_2.1435
https://doi.org/10.1029/2010GB003907
https://doi.org/10.1016/j.hal.2011.10.016
https://doi.org/10.1016/j.hal.2011.10.016
https://doi.org/10.3389/fmars.2016.00236
https://doi.org/10.3389/fmars.2016.00236
https://doi.org/10.3897/BDJ.8.e56648
https://doi.org/10.3897/BDJ.8.e56648
https://doi.org/10.1029/2009GB003587
https://doi.org/10.3354/meps143247
https://doi.org/10.3354/meps143247
https://doi.org/10.3354/meps262137
https://doi.org/10.1006/jmsc.1998.0385
https://doi.org/10.1016/S0932-4739(98)80055-2
https://doi.org/10.1016/S0932-4739(98)80055-2
https://doi.org/10.1146/annurev-marine-010816-060617
https://doi.org/10.3354/ame01340
https://doi.org/10.1016/j.ecss.2015.04.008
https://doi.org/10.3354/ame032073
https://doi.org/10.1002/lno.11948
https://doi.org/10.1016/j.ecolind.2018.07.036
https://doi.org/10.1016/j.ecolind.2018.07.036
https://doi.org/10.1073/pnas.1902106116
https://doi.org/10.1073/pnas.1517118113
https://doi.org/10.1111/1365-2435.14350
https://circabc.europa.eu/d/d/workspace/SpacesStore/9e89152c-7cfe-4391-9bcf-c173519e8181/WHO-Recommendations-on-EC-BWD.pdf
https://circabc.europa.eu/d/d/workspace/SpacesStore/9e89152c-7cfe-4391-9bcf-c173519e8181/WHO-Recommendations-on-EC-BWD.pdf
https://circabc.europa.eu/d/d/workspace/SpacesStore/9e89152c-7cfe-4391-9bcf-c173519e8181/WHO-Recommendations-on-EC-BWD.pdf
https://doi.org/10.1016/j.scitotenv.2022.161120
https://doi.org/10.1016/j.scitotenv.2022.161120


Zampoukas, N., Piha, H., Bigagli, E., Hoepffner, N., Hanke, G., & Cardoso, A.
C. (2013). Marine monitoring in the European Union: How to fulfill the
requirements for the marine strategy framework directive in an efficient
and integrated way.Marine Policy, 39, 349–351. https://doi.org/10.1016/j.
marpol.2012.12.004

Zhang, L., Xu, X., Sun, Y., Huang, Y., & Yang, Z. (2023). Metabolic plasticity
endows mixotrophic organisms with high tolerance to cadmium and

special potential for recovering cadmium‐contaminated aquatic environ-
ment. Applied and Environmental Microbiology, 89(7), e00228‐23 https://
doi.org/10.1128/aem.00228-23

Zhang, Y., Lin, X., Shi, X., Lin, L., Luo, H., Li, L., & Lin, S. (2019). Metatran-
scriptomic signatures associated with phytoplankton regime shift from
diatom dominance to a dinoflagellate bloom. Frontiers in Microbiology,
10, 590. https://doi.org/10.3389/fmicb.2019.00590

Integr Environ Assess Manag 2024:1366–1383 © 2024 The AuthorsDOI: 10.1002/ieam.4914

MIXOPLANKTON IN MARINE MANAGEMENT—Integr Environ Assess Manag 20, 2024 1383

 15513793, 2024, 5, D
ow

nloaded from
 https://setac.onlinelibrary.w

iley.com
/doi/10.1002/ieam

.4914 by W
elsh A

ssem
bly G

overnm
ent, W

iley O
nline L

ibrary on [21/08/2024]. See the T
erm

s and C
onditions (https://onlinelibrary.w

iley.com
/term

s-and-conditions) on W
iley O

nline L
ibrary for rules of use; O

A
 articles are governed by the applicable C

reative C
om

m
ons L

icense

https://doi.org/10.1016/j.marpol.2012.12.004
https://doi.org/10.1016/j.marpol.2012.12.004
https://doi.org/10.1128/aem.00228-23
https://doi.org/10.1128/aem.00228-23
https://doi.org/10.3389/fmicb.2019.00590

	Importance of integrating mixoplankton into marine ecosystem policy and management—Examples from the Marine Strategy Framework Directive
	INTRODUCTION
	MIXOPLANKTON DIFFERS FROM OTHER FUNCTIONAL GROUPS IN TROPHIC FUNCTIONING
	ECONOMIC IMPACTS OF MIXOPLANKTON RELEVANT TO COASTAL RESOURCES AND MANAGEMENT
	Anthropogenic pressures on mixoplankton growth and their impacts

	METHODOLOGICAL CHALLENGES AND SUGGESTIONS TO IMPROVE MIXOPLANKTON MONITORING
	Identification of species
	Assessment of trophic mode
	Quantification of primary and secondary production
	Consider early warning indicators for mixoplankton blooms
	Modeling mixoplankton

	CONCLUSION
	AUTHOR CONTRIBUTION
	ACKNOWLEDGMENT
	DATA AVAILABILITY STATEMENT
	ORCID
	REFERENCES




