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Abstract: The interactions between marine bacteria and particulate matter play a pivotal role in the
biogeochemical cycles of carbon and associated inorganic elements in the oceans. Eutrophic plumes
typically form around nutrient-releasing particles and host intense bacterial activities. However,
the potential of bacteria to reshape the nutrient plumes remains largely unexplored. We present a
high-resolution numerical analysis for the impacts of nutrient uptake by free-living bacteria on the
pattern of dissolution around slow-moving particles. At the single-particle level, the nutrient field is
parameterized by the Péclet and Damköhler numbers (0 < Pe < 1000, 0 < Da < 10) that quantify the
relative contribution of advection, diffusion and uptake to nutrient transport. In spite of reducing
the extent of the nutrient plume in the wake of the particle, bacterial uptake enhances the rates of
particle dissolution and nutrient depletion. These effects are amplified when the uptake timescale is
shorter than the plume lifetime (Pe/Da < 100, Da > 0.0001), while otherwise they are suppressed by
advection or diffusion. Our analysis suggests that the quenching of eutrophic plumes is significant
for individual phytoplankton cells, as well as marine aggregates with sizes ranging from 0.1 mm to
10 mm and sinking velocities up to 40 m per day. This microscale process has a large potential impact
on microbial growth dynamics and nutrient cycling in marine ecosystems.

Keywords: ocean carbon cycle; nutrient uptake; marine snow aggregates; biological carbon pump;
biodegradation; mass transfer; mathematical modeling

1. Introduction

The oceanic carbon cycle is modulated by the interactions between marine microbes
and particulate organic matter (POM) via a multistep process known as the biological
carbon pump [1–3]. In the euphotic zone, phytoplankton converts atmospheric CO2 to
organic polymers that coagulate and form composite hydrogel particles called marine
snow [4–6]. The polymeric matrix of marine snow hosts diverse microbial populations,
embeds mineral particles, and concentrates metabolites, lysate and essential inorganic
nutrients (N, P, Fe, Si) [6–8]. Being heavier than seawater, marine snow sinks and carries
carbon to the seabed [9,10]. On the way, heterotrophic bacteria consume and mineralize a
significant part, up to 60–80%, of the sinking marine snow back to CO2 [11]. Any change
in the rates of these interlinked processes may disrupt the ecosystem’s balance. Global
warming and elevated seawater temperature, for instance, may enhance the uptake of
marine snow, increase the microbial abundance and, in turn, upregulate all levels of the
marine food webs. However, this may also trigger a cascade of adverse effects, such as
the reduction of carbon storage to the seabed, the expansion of oxygen minimum zones,
and the acidification of seawater [12–16]. Improved mechanistic understanding of the
bacteria-POM interactions across multiple spatial and temporal scales is key to a more
sustainable management of our marine ecosystems.
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Marine snow, phytoplankton cells and fecal pellets are the main indigenous sources of
POM. Secondary exogenous sources are atmospheric and terrestrial depositions [17], as
well as freshwater and estuarine particulates transferred by rivers into the sea [6,18]. Of
emerging importance are oil droplets released by natural seeps or accidental spills [19–21]
and microplastics stemming from anthropogenic pollution [22]. All such particles may
serve as hotspots for the activities of both surface-attached [21,23] and free-living bacte-
ria [8]. Biofilm-forming bacteria colonize the particle surface and affect the rates of POM
degradation and solubilization in multiple ways (Figure 1). First, the extracellular poly-
meric matrix of the biofilm acts as a diffusive barrier and regulates the transport of solutes
from the particle surface to ambient water, and vice versa [24]. Second, biofilm formers use
exoenzymes and biosurfactants to transform refractory POM compounds into dissolved
organic matter, part of which is taken up in the biofilm and the rest leaks out in ambient
water [21,25–31]. Finally, the intense and highly diverse activity, typically established
within natural multispecies biofilms, creates a rich stream of metabolic products that is also
discharged into ambient water [32–34].
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Figure 1. Conceptual illustration of nutrient plume quenching. The sinking particle (POM) creates 
a comet-shaped eutrophic plume of dissolved organic matter (DOM) with products from the enzy-
matic hydrolysis of particulate ingredients and the metabolic activities of surface-attached bacteria 
(red). Free-living bacteria (green) may act as point sinks, harvest useful solutes and reshape the 
nutrient field around the particle. The reduction in the extent and intensity of the plume is referred 
to as plume quenching and affects microbial foraging processes in the oceans. The plume length is 
critical in the detection of the organic particle by zooplankton [35] and the volume of the plume 
supports elevated growth rates for bacterioplankton [36]. 

Solubilized POM and metabolites of the biofilm formers spread by diffusion and ad-
vection to form a nutrient-rich plume around the particle. The volume of the plume core 
may be 10−100 times the particle volume [37], with nutrient concentrations from one to 
three orders of magnitude higher than ambient levels (Table 5 in [6], [26,27]), thereby of-
fering a unique nutritional opportunity to planktonic microbes [8,38–40]. Theoretical and 

Figure 1. Conceptual illustration of nutrient plume quenching. The sinking particle (POM) creates a
comet-shaped eutrophic plume of dissolved organic matter (DOM) with products from the enzymatic
hydrolysis of particulate ingredients and the metabolic activities of surface-attached bacteria (red).
Free-living bacteria (green) may act as point sinks, harvest useful solutes and reshape the nutrient
field around the particle. The reduction in the extent and intensity of the plume is referred to as plume
quenching and affects microbial foraging processes in the oceans. The plume length is critical in the
detection of the organic particle by zooplankton [35] and the volume of the plume supports elevated
growth rates for bacterioplankton [36].

Solubilized POM and metabolites of the biofilm formers spread by diffusion and
advection to form a nutrient-rich plume around the particle. The volume of the plume
core may be 10–100 times the particle volume [37], with nutrient concentrations from one
to three orders of magnitude higher than ambient levels (Table 5 in [6], [26,27]), thereby
offering a unique nutritional opportunity to planktonic microbes [8,38–40]. Theoretical and
experimental studies suggest that the utilization of nutrient plumes by free-living bacteria
can substantially contribute to the global dynamics of microbial growth and carbon cycling
in the oceans [36,40]. However, most analyses rely on the undisturbed nutrient field (i.e.,
zero-consumption) and the potential of free-living bacteria to reshape plumes has been
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overlooked. In principle, the contribution of bacterial uptake in shaping chemical fields
is expected to be maximal in low flow microenvironments [41–44] and vanishing under
strong turbulent mixing [45–47]. For sinking particles under moderate flow conditions,
the extent of plume reshaping remains questionable [48]. To address this knowledge gap,
we investigated numerically the impact of nutrient uptake by free-living bacteria on the
dissolution pattern around slow-moving particles in a water column.

2. Materials and Methods
2.1. Nutrient Transport and Consumption at the Particle Scale

We consider a biofilm-coated organic particle as a rigid sphere that moves with
constant velocity through an unbounded fluid domain (Figure 1). The moving particle
generates a eutrophic trailing plume, which is quenched by free-living bacteria. In the
particle frame of reference, the steady-state pattern of dissolution around the particle
is described by the advection-diffusion equation coupled to non-homogeneous nutrient
uptake, as expressed in the following dimensionless form:

PeAυvυ · ∇CAυ = ∇2CAυ −DaAυ fsatCAυ (1)

For the non-dimensionalization, the particle radius R̃P is the reference length, the
average concentration C̃re f at the particle surface is the reference concentration, and the
ambient water velocity ṽ∞ is the reference velocity. The tilde (~) over a symbol denotes a
dimensional quantity, whereas its absence denotes a dimensionless one. In Equation (1),
CAυ is the nutrient concentration, vυ is the fluid velocity, fsat is the uptake saturation
factor, PeAυ = ṽ∞R̃P/D̃Aυ is the radius-based Péclet number, DaAυ = k̃∞R̃2

P/D̃Aυ is the
Damköhler number, k̃∞ is the uptake coefficient, and D̃Aυ is the nutrient diffusivity.

The uptake saturation factor is defined as fsat = 1 for linear unsaturated uptake,
fsat = umax/(KS + CAυ) for Michaelis-Menten kinetics, and fsat = min{Csat/CAυ, 1} for
Blackman’s bilinear kinetics [49], where Csat is the saturation threshold and umax, KS are
microbial kinetic parameters. For the presented Results, we used Blackman’s kinetics
because it is simpler, monoparametric, and maintains consistency with previous relevant
works, as all have considered linear kinetics [41–47].

2.2. Boundary Conditions on the Nutrient Field

Far from the particle, the nutrient concentration obtains a constant ambient value:

CAυ(|x| → ∞) = CA∞ (2)

At the particle surface, two alternative boundary conditions are considered [37]. For
transport-limited dissolution, typically associated with partition equilibrium between the
particulate and aqueous phases (e.g., oil-water), the solute concentration is prescribed over
the particle surface:

CAυ(|x| = 1) = CAs (3)

For reaction-limited dissolution, as for example associated with active exudation of
metabolites by phytoplankton cells, the solute flux is prescribed over the particle surface:

− ∂CAυ

∂r

∣∣∣∣
|x|=1

= qAs (4)

where qAs = q̃As/q̃re f and q̃re f = C̃re f D̃Aυ/R̃P is the reference flux.
By comparison, the concentration is constant and the flux varies with the Péclet and

Damköhler numbers in transport-limited dissolution, whereas the flux is constant and the
concentration varies over the particle surface in reaction-limited dissolution. Results in
Section 3.4 were obtained for transport-limited dissolution with partition equilibrium at the
particle-water interface (CAs = 1), and complementary results in Section 3.5 were obtained
for reaction-limited dissolution. Far from the particle, the ambient nutrient concentration
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is considered much smaller than the concentration on the particle surface (CA∞ = 0). In
eutrophic coastal and upwelling waters, even when the average nutrient concentration
in ambient water is appreciable on the ocean sampling scale, microscale advection and
elevated consumption sustain sharp nutrient gradients at the particle scale and hence it is
reasonable to consider that CA∞ � CAs in most cases.

2.3. Flow Field around the Particle

For slow-moving microparticles, the flow around the particle is laminar with low
Reynolds number, Re = ρ̃υ ṽ∞R̃P/µ̃υ < 1, where ρ̃υ is the density of ambient water, µ̃υ is
the dynamic viscosity of ambient water, and ṽ∞ is the average velocity of ambient water
relative to the particle. Thus, the radial and angular components of the dimensionless
velocity vector, vυ, are given by Stokes’ solution [24]:

vυ,r(r, θ) = −
(

1− 3
2r

+
1

2r3

)
cos θ (5a)

vυ,θ(r, θ) =

(
1− 3

4r
− 1

4r3

)
sin θ (5b)

2.4. Plume Metrics

The ratio of the plume volume over the particle volume is defined as

Vplm ≡
Ṽplm

ṼP
=

3
4π

∫
Vυ

H(c)dV (6)

where H(c) is the Heaviside function, with H(c) = 1 if c > 0 and nil otherwise, c =
CAυ − Cdet and Cdet is the threshold concentration that defines the detectable plume. The
integration in Equation (6) is carried out over the entire volume of ambient fluid with the
dimensionless differential volume dV = r2 sin θdrdθdϕ in spherical coordinates. The plume
length is defined as the distance from the particle center at which the nutrient concentration
in the wake of the particle (θ = π) is equal to the detection threshold:

CAυ

(
Lplm, π

)
= Cdet (7)

Analytical correlations, which are useful for engineering applications, have been
established for the plume length and volume by representing the nutrient-releasing particle
as a point source [35,48]:

L∗plm =
ShR

Cdet
exp

(
−Da

Pe
L∗plm

)
(8)

V∗plm =
3L∗2plm

4Pe

(
1 +

2
3

Da
Pe

L∗plm

)
(9)

For Da > 0, Equation (8) is nonlinear and can be solved either graphically or by using
a root finding method. Compared with our numerical results, Equation (9) underestimates
the plume volume by less than 30% for Pe > max{1, Da}.

2.5. Efficiencies of Dissolution and Degradation

The total nutrient flux through a spherical surface with radius r from the center of the
particle is defined as:

QAs(r) ≡
Q̃As(r̃)
q̃re f R̃2

P
=
∫

S
qA · erdS (10)

where q̃re f = C̃re f D̃Aυ/R̃P is the reference flux, qA = PeAυvυCAυ −∇CAυ is the combined
nutrient flux that accounts for both advection and diffusion, and dS = r2 sin θdθdϕ is
the differential area on the spherical surface. In the engineering literature, the overall
dissolution rate at the particle surface is usually expressed as Q̃As = k̃AsS̃PC̃re f , where
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S̃P = 4πR̃2
P is the particle surface area and k̃As =

(
D̃Aυ/R̃P

)
QAs/4π is the mass transfer

coefficient. In turn, the radius-based Sherwood number is defined as:

ShR ≡
k̃AsR̃P

D̃Aυ

=
QAs(1)

4π
(11)

and represents the dimensionless speed of dissolution. The Sherwood number may equiv-
alently be expressed as ShR = Q̃As/

(
4πR̃PD̃AυC̃re f

)
and represent the ratio of the total

nutrient flux, inclusive of advection and consumption effects, over the diffusive nutri-
ent flux alone. The dissolution enhancement that is caused by nutrient consumption is
calculated as:

Edis =
ShR

ShR0
(12)

where ShR0 is the Sherwood number in the absence of uptake (Da = 0). The degradation
efficiency is the fraction of released nutrient that is consumed within a spherical shell of
outer radius r:

Edeg(r) = 1− QAs(r)
QAs(1)

(13)

2.6. Description of the High-Resolution Numerical Scheme

The advection-diffusion-bioreaction equation given in Equation (1) is solved numeri-
cally with a finite difference method in spherical coordinates. As there is no driving force
for a change in the concentration along the azimuthal direction, the solution is axisymmetric
and suffices to discretize the partial differential equation on the (r, θ) plane. The first and
second-order partial derivatives in the diffusion operator are discretized with the central
difference scheme of Sundqvist & Veronis [50]. The first-order derivatives in the advec-
tion operator are discretized with the third-order upwind scheme of Liu et al. [51]. This
combination successfully suppresses numerical diffusion at low Péclet numbers and non-
physical oscillations at high Péclet numbers. To further enhance the stability of the scheme,
the Dirichlet boundary condition given in Equation (2) is replaced by a non-reflecting
Neumann condition, dCAυ/dr = 0, on the outflow part (vυ,r > 0) of the outer boundary
for Pe ≥ 0.1. Finite differences transform Equation (1) into a sparse system of nonlinear
algebraic equations, which is solved with the Picard iterative method. At each iteration, a
linearized system is solved with the BiCGstab method [52].

The computational domain is discretized with a body-conforming non-uniform grid,
which consists of concentric circles and perpendicular rays. In the polar direction, the grid
spacing dθ is constant in the upstream region (0 < θ < θg) and decreases geometrically
in the downstream region (θg < θ < π). In the radial r-direction, the grid spacing dr
increases geometrically for 1 < r < Rg and then increases linearly up to the outer boundary
(Rg < r < R∞). This grid design provides high spatial resolution both around the particle
and also far downstream, thereby capturing the fine features of the boundary layer on the
particle surface and of the plume’s tail in the wake of the particle.

For the calculations presented in the Results, the grid parameters were optimized
to achieve high accuracy at reasonable computational time (Figure 2). For Pe ≥ 0.1, the
outer boundary was set at R∞ = 101 and the grid consisted of 621 × 253 computational
elements along the radial and polar directions, respectively. The angle of transition in the
polar spacing was θg = π/2, and the radius of transition in the radial spacing was Rg = 15.
In the polar direction, the spacing was maximum dθ = π/72 at the upstream pole (θ = 0)
and minimum dθ = 10−4 at the downstream pole (θ = π). In the radial direction, the grid
spacing was minimum dr = 5× 10−4 at the particle surface (r = 1) and maximum dr = 0.375
at the outer boundary (r = R∞). The thickness of the boundary layer scales with Pe1/3. The
grid contains 85 elements in a layer of thickness 0.1 (Pe = 1000) around the particle. For
the resolution of the plume’s tip at a distance of r = 60 in the wake of the particle, the grid
contains 60 elements within a chord of length 0.1 (Pe = 1000). For Pe < 0.1 and Pe > 1000,
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the outer boundary was set at R∞ = 201. To ensure that the results are grid-independent,
computations were also made with coarser and finer grids.
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computational grid is dense around and behind the particle so as to capture both the boundary layer
and the plume tail with sufficiently high numerical resolution.

3. Results and Discussion
3.1. Validation of the Numerical Methodology

The accuracy of our numerical scheme was verified by comparing our calculations
for the Sherwood number with available data from the literature. For zero consump-
tion (Da = 0), excellent agreement is observed with published data and correlations. The
correlation of Clift et al. [53] works perfectly over the entire range of Péclet:

ShR0 =
1
2

[
1 + (1 + 2PeR)

1/3
]

(14)

Furthermore, for zero consumption, mass conservation demands that Edeg = 0 for
1 ≤ r ≤ R∞. This constraint was also used to assess the overall performance and ability of
our numerical scheme to preserve the mass balance. A maximum deviation of

∣∣∣Edeg

∣∣∣ < 10−3

was achieved in all simulations. For finite consumption (Da > 0), our calculations are
in excellent agreement with the Yuge approximation [54] and available numerical data
(Figure 3). The planar film theory, ShR =

√
Da/tanh(2/ω) with ω = 1.26Pe1/3

R /
√

Da, is
applicable only if PeR > 100 or Da > 100, while the spherical film theory [55]:

ShR = 1 +
√

Da/tanh(2/ω) (15)

is acceptable over the entire range of Péclet and Damköhler for engineering applications.
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Table 1. Model parameters.

Symbol Range Units Description

R̃P 0.05–5 mm particle radius
ṽ∞ 0–100 m/d reference velocity (1)

D̃Aυ 10−5–10−7 cm2/s nutrient diffusivity (2)

B̃∞
υ 104–107 cells/mL bacterial abundance (3)

α̃S 0.01–10 pL/(cell·s) nutrient affinity (4)

Pe 0–1000 − Péclet number
Da 0–10 − Damköhler number (5)

1 see Section 3.6 and references therein; 2 Smriga et al. [43]; 3 Azam et al. [61]; 4 see Section 3.3; and 5 the uptake
coefficient is estimated as k̃∞ = α̃S B̃∞

υ [43,45–48].

3.2. Fundamental Timescales and Dimensionless Numbers

The nutrient field around marine organic particles is shaped by the interplay between
advection, diffusion and uptake by microorganisms. The relative importance of these
processes is quantified by the dimensionless Péclet and Damköhler numbers. In particular,
the Péclet number, Pe = ṽ∞R̃P/D̃Aυ, is the ratio of advective over diffusive transport
rates and captures the combined effect of the particle size, the particle velocity, and the
nutrient diffusivity. Similarly, the Damköhler number, Da = k̃∞R̃2

P/D̃Aυ, is the ratio of
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the uptake rate over the diffusive transport rate. In terms of fundamental timescales,
the Péclet and Damköhler numbers can be expressed as Pe = τ̃D/τ̃A and Da = τ̃D/τ̃U ,
respectively, where τ̃D = R̃2

P/D̃Aυ is the diffusion timescale, τ̃A = R̃P/ ṽ∞ is the advection
timescale, and τ̃U = k̃−1

∞ is the uptake timescale. Table 1 lists the physically relevant range
of values for the key system parameters engaged in timescale relations. The Péclet number
is suitable for slow-moving microparticles, and the Damköhler number is on the high end
for heterotrophic bacteria.

3.3. Nutrient Uptake Kinetics, Affinity and Timescale

The uptake timescale and, thus, the Damköhler number depend on the mechanisms of
nutrient uptake. Bacteria acquire nutrients in a two-step process that involves the physical
transport of solute molecules from the surroundings to the cell surface and, thereafter,
the trans-membrane transport from the extracellular to the intracellular space. Physical
transport is dominated by molecular diffusion, while advection is usually very weak at
the bacterial length scale [62]. Trans-membrane transport relies on three main mechanisms:
(1) passive diffusion through the lipid bilayer of small non-polar molecules, like oxygen
and carbon dioxide; (2) facilitated diffusion through channel proteins (porins) of water and
selected ions, like sodium and potassium; and (3) active intake by carrier proteins (porters)
of large or polar molecules, like amino acids and sugars. Uptake of most organic nutrients
is mediated by porters and the uptake rate per single-cell, ũA, is typically described by
Michaelis−Menten kinetics ũA = ũmaxC̃Aυ/

(
K̃S + C̃Aυ

)
, where ũmax is the maximum

uptake rate and K̃S is the half-saturation constant. The kinetic parameters, ũmax and K̃S,
depend on microbial traits (i.e., cell size and shape, number of porters, handling time of
nutrients by porters), as well as on the extracellular flow, the nutrient diffusivity, and the
temperature [63–65].

At high nutrient levels, C̃Aυ � K̃S, the membrane transport system is saturated and
the uptake rate obtains its maximum value ũA = ũmax. At low nutrient levels, C̃Aυ � K̃S,
the uptake rate becomes ũA = α̃SC̃Aυ where α̃S = ũmax/K̃S is the nutrient affinity, or
clearance rate, and stands for the fluid volume that is swept of nutrients by porters per
unit time. An upper bound for the nutrient affinity is α̃S,max = 4πR̃cell D̃Aυ [64] and has
been established for spherical cells that act as perfect absorbers (i.e., efficiently uptake any
nutrient molecules reaching their surface). For bacteria with an equivalent spherical radius
of R̃cell = 1µm and nutrients with diffusivity of D̃Aυ = 10−5cm2/s, the maximum affinity
is α̃S,max ∼ 12pL/(cell·s). Reported data for the bacterial affinity are tabulated below and
range from tenths of femtoliters up to a few picoliters per second per cell. The experimental
values are between 10% to 60% of the corresponding theoretical estimates, with acclimated
bacteria showing better performance.

The uptake timescale is estimated by the inverse uptake coefficient, τ̃U = k̃−1
∞ , and

relates to the nutrient affinity as τ̃U =
(

α̃S B̃∞
υ

)−1
, where B̃∞

υ is the average concentration

of free-living bacteria in ambient water and ranges from 104 cells/mL in the deep ocean
to 107 cells/mL in coastal waters [6,61]. In the presence of organic particles, the bacterial
concentration is expected on the high end of pertinent data, B̃∞

υ ∼ 106 − 107cells/mL,
because the elevated nutrient concentrations upregulate microbial growth rates [36] and
the hydrodynamic interactions trap microbes in close proximity to the particles [66]. For
particles with sizes in the range of R̃P = 0.1 − 1 mm, small nutrient molecules with
diffusivities on the order of D̃Aυ = 10−5 cm2/s, and bacteria with affinities in the range of
α̃S = 1− 10 pL/(cell·s), both of the uptake and diffusion timescales are on the order of
τ̃U , τ̃D ~ 10− 103 s, and the Damköhler number falls in the range of Da ∼ 0.01− 100. The
Damköhler number is generally invariant to the diffusion coefficient, because α̃S ∝ D̃Aυ

and any change in the diffusivity is cancelled out by a concomitant change in the uptake
affinity (see Table 2). For example, large solutes with diffusivities on the the order of
D̃Aυ = 10−6 cm2/s are uptaken by bacteria with lower affinities, α̃S = 0.1− 1 pL/(cell·s),
and the Damköhler range remains unchanged.
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Table 2. Literature review for experimental data delineating the range of the bacterial affinity for
organic and inorganic nutrients. Symbols: ũmax is the maximum uptake rate per cell, K̃S is the
half-saturation constant, α̃Sb is the per-biomass affinity, and α̃S is the per-cell affinity.

Bacteria Substrate ~
umax

~
KS

~
αSb

~
αS Reference[ nmol

(mg−cell)·h
] [

nM
] [ L

(mg−cell)·h
] [ pL

cell·s
]

Vibrio splendidus a phosphate 1330 100 d 13.3 4.27 [67]
Vibrio splendidus b phosphate 455 100 d 4.55 0.72 [68]
Roseobacter algicola phosphate 364 100 d 3.64 2.37 [68]

Nesjøen lake mixed culture phosphate 310 96 3.23 0.79 [69]
N. maritimus SCM1 ammonium 5231 134 39.04 0.63 [70]
Nitrospira inopinata ammonium 2596 840 3.09 0.11 [71]

Escherichia coli ML308 a glucose 2349 597 3.93 1.72 [49]
Escherichia coli ML308 b glucose 5390 13,000 0.41 0.27 [49]
Spirillum sp. DSM 1109 lactate 397 5800 0.07 0.010 [72]

Cycloclasticus oligotrophus toluene 13,132 651 20.17 1.40 [73]
Pseudomonas putida mt2 m-xylene 3750 340 11.03 1.01 [74]

p-xylene 4710 1300 3.62 0.33 [74]
toluene 4230 7700 0.55 0.050 [74]

Burkholderia sp. PS14 TCB c 667 2883 0.23 0.026 [75]
Pelagibacter HTCC1062 GBT c 12.63 0.89 14.19 0.141 [76]
Pelagibacter HTCC7211 GBT c 14.92 1.85 8.06 0.080 [76]

Vibrio sp. strain S14 leucine 35.70 760 0.05 0.033 [77]
Marinobacter arcticus leucine 53.36 198 0.27 0.025 [78]

a acclimated chemostat-grown cells, b non-acclimated batch-grown cells, c abbreviations for TCB = 1,2,4-
trichlorobenzene, GBT = glycine betaine, d based on Vadstein et al. [69].

With regard to the data listed in Table 2, most sources provide the maximum uptake
rate, ũmax, per milligrams of wet cell weight. Where necessary, the following conversion
factors were used: 0.3 (g dry cell weight) per (g wet cell weight), 5.7 (g wet cell weight)
per (g protein) [79], 0.17 pg-carbon per µm3 [69], and 0.1 fmol-phosphorus per µm3 [67].
The per-biomass affinity was calculated as α̃Sb = ũmax/K̃S and the per-cell affinity as
α̃S = α̃Sbm̃cell , where the single-cell wet mass, m̃cell , was estimated from the cell density
and volume upon assuming an average cell density of 1.1 g/mL [80].

3.4. Visualization and Metrics of Plume Quenching

Given the physically relevant range of Péclet and Damköhler, we now examine the
effects of advection (Pe) and uptake (Da) on the pattern and characteristic metrics of the
nutrient field around slow-sinking particles. Figure 4 shows that isotropic diffusion, at
a low Péclet number, spreads the nutrients into a spheroidal plume around the particle.
Enhanced advection, at a higher Péclet number, entrains the nutrients into an elongated
plume in the wake of the particle. The diffusive flux field, −∇CAυ, displays an intriguing
bunny-face pattern (Figure 5), in which advection stretches out the bunny ears along the
downstream direction. In all cases, nutrient uptake reduces the extent of the eutrophic
trailing plume and smoothes out the delicate features of the concentration gradient, with
increasing impact as the ratio of Pe/Da decreases. This combination of Damköhler with
Péclet, Pe/Da = ṽ∞τ̃U/R̃P, defines a new critical parameter that represents the ratio of the
advective transport rate over the uptake rate and captures the combined effects of particle
velocity, particle size and uptake timescale.
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with Pe = 5 (top) and Pe = 50 (bottom). The color represents nutrient level. Isoconcentration lines are
shown at selected values of CAυ (0.1, 0.15, and 0.2–1.0 with step 0.1). The z- and x-axes measure the
dimensionless distance from the particle center.



Microorganisms 2022, 10, 2020 11 of 22
Microorganisms 2022, 10, x FOR PEER REVIEW 11 of 21 
 

 

 
Figure 5. Effect of uptake (Da) on the diffusive flux field, −∇𝐶జ, around a slow-sinking particle 
with Pe = 5 (top) and Pe = 50 (bottom). The grayscale represents the magnitude of the flux vector, 
normalized by the maximum flux in each case. Black isoflux lines are shown at selected values (0.05, 
0.1, 0.2, 0.3, 0.5, 0.7 and 0.9). Red fluxlines start at 𝜃 = 𝑘𝜋 6⁄ , with k = 0, ..., 11 and specify the direc-
tion of the flux field. In analogy to fluid streamlines, nutrient fluxlines are tangent to the flux vector 
and define the paths followed by nutrient parcels leaving from the particle surface. The z- and x- 
axes measure the dimensionless distance from the particle center. 

Figure 5. Effect of uptake (Da) on the diffusive flux field, −∇CAυ, around a slow-sinking particle
with Pe = 5 (top) and Pe = 50 (bottom). The grayscale represents the magnitude of the flux vector,
normalized by the maximum flux in each case. Black isoflux lines are shown at selected values (0.05,
0.1, 0.2, 0.3, 0.5, 0.7 and 0.9). Red fluxlines start at θ = kπ/6, with k = 0, . . . , 11 and specify the
direction of the flux field. In analogy to fluid streamlines, nutrient fluxlines are tangent to the flux
vector and define the paths followed by nutrient parcels leaving from the particle surface. The z- and
x-axes measure the dimensionless distance from the particle center.
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Figure 6 presents the effects of advection (Pe) and uptake (Da) on characteristic metrics
of the nutrient field. Under partition equilibrium, both advection and uptake sharpen the
nutrient distribution adjacent to the particle, especially at the upstream part, and increase
the speed of dissolution. Consequently, fast uptake may cause a several-fold increase in
the dissolution rate (Edis), but the effect is suppressed as advection gets stronger. A similar
trend is observed for the degradation efficiency (Edeg). At low Pe/Da ratios, elevated
consumption in the vicinity of the particle (Edeg~1) implies that the global degradation
rate is limited by the dissolution rate. On the other hand, negligible degradation efficiency
(Edeg~0), at high Pe/Da ratios, means that the global degradation rate is limited by the
uptake kinetics and nutrients dissipate into ambient water.
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Figure 6. Effects of advection (Pe), uptake (Da) and saturation (Csat) on characteristic metrics of the
nutrient field: dissolution enhancement (Edis), degradation efficiency at r = 3 (Edeg), plume length
(Lplm), and plume volume (Vplm). The detection threshold is Cdet = 0.1, and the saturation threshold
is Csat = 1 for filled circles (unsaturable uptake) and Csat = 0.1 for open circles. The color shading
highlights the saturation impact on each metric for three Damkohler numbers: Da = 0.1 (yellow),
Da = 1 (green), and Da = 10 (cyan).



Microorganisms 2022, 10, 2020 13 of 22

Compared to the plume metrics at low-Péclet numbers, strong advection may increase
the plume length by an order of magnitude and decrease the plume volume by two orders.
Concurrent nutrient uptake results in quenching of the plume extent, with significant
impact for Pe/Da < 100. The phenomenon of saturation is also important and, as expected,
mitigates the impacts of uptake. As shown in Figure 6, the saturation effect becomes more
pronounced with increasing Damköhler number. The dependence of the plume metrics on
saturation is nonlinear because the saturation threshold affects both the maximum uptake
rate and the volume in which the rate is limited.

3.5. Regulation of Plume Formation by Particle-Associated Bacteria

For biofilm-coated particles, the enzymatic and metabolic activities of the surface-
attached bacteria modulate the extent, intensity and composition of the eutrophic plume
around the particle (Figure 7). Experimental studies with marine aggregates suggest
that readily bioavailable nutrients, like amino and fatty acids, are enzymatically cleaved
from the extracellular biopolymer matrix much faster than utilized by bacteria on the
particle [6,25–29,39]. This phenomenon is known as uncoupled hydrolysis [6,25] and
may result in particles fully saturated with solubilized nutrients. Under such conditions,
partition equilibrium reasonably applies at the particle-water interface and plume formation
is determined by transport in ambient water. Furthermore, in a recent experimental study,
Alcolombri et al. [31] investigated the degradation of alginate microparticles by surface-
attached bacteria and found that the release of solubilized oligo-alginate increases with
increasing flow velocity (i.e., Péclet number). This trend is also captured by transport-
limited dissolution, which inherently features a Péclet-dependent release rate (Figure 2).
In this regard, the results presented in the previous section are most suitable for fresh
aggregates enriched with bioavailable nutrients and high enzymatic capacity.

Microorganisms 2022, 10, x FOR PEER REVIEW 13 of 21 
 

 

Compared to the plume metrics at low-Péclet numbers, strong advection may in-
crease the plume length by an order of magnitude and decrease the plume volume by two 
orders. Concurrent nutrient uptake results in quenching of the plume extent, with signif-
icant impact for Pe/Da < 100. The phenomenon of saturation is also important and, as 
expected, mitigates the impacts of uptake. As shown in Figure 6, the saturation effect be-
comes more pronounced with increasing Damköhler number. The dependence of the 
plume metrics on saturation is nonlinear because the saturation threshold affects both the 
maximum uptake rate and the volume in which the rate is limited. 

3.5. Regulation of Plume Formation by Particle-Associated Bacteria 
For biofilm-coated particles, the enzymatic and metabolic activities of the surface- 

attached bacteria modulate the extent, intensity and composition of the eutrophic plume 
around the particle (Figure 7). Experimental studies with marine aggregates suggest that 
readily bioavailable nutrients, like amino and fatty acids, are enzymatically cleaved from 
the extracellular biopolymer matrix much faster than utilized by bacteria on the particle 
[6,25–29,39]. This phenomenon is known as uncoupled hydrolysis [6,25] and may result 
in particles fully saturated with solubilized nutrients. Under such conditions, partition 
equilibrium reasonably applies at the particle-water interface and plume formation is de-
termined by transport in ambient water. Furthermore, in a recent experimental study, Al-
colombri et al. [31] investigated the degradation of alginate microparticles by surface- at-
tached bacteria and found that the release of solubilized oligo-alginate increases with in-
creasing flow velocity (i.e., Péclet number). This trend is also captured by transport- lim-
ited dissolution, which inherently features a Péclet-dependent release rate (Figure 2). In 
this regard, the results presented in the previous section are most suitable for fresh aggre-
gates enriched with bioavailable nutrients and high enzymatic capacity. 

 
Figure 7. Effects of controlled release on the length (𝐿) and volume (𝑉) of the eutrophic plume 
around a nutrient-releasing particle. Higher release rate (𝑞௦) represents elevated activities of parti-
cle-associated bacteria. The orange line with filled circles corresponds to transport-limited dissolu-
tion and represents the uncoupled hydrolysis concept set forth by Azam and coworkers [6,25,39], in 
which the enzymatic capacity significantly exceeds intraparticle uptake and leakage to ambient wa-
ter. The orange line also delimits the domains of supersaturated (𝐶௦ > 1) and undersaturated par-
ticles (𝐶௦ < 1). Plume metrics were calculated for 𝐷𝑎 = 0.1 and 𝐶ௗ௧ = 0.1 in all cases. The refer-
ence state (𝑞௦ = 1) corresponds to a saturated particle in equilibrium with the surrounding water 
(𝑃𝑒 = 0, 𝐷𝑎 = 0). 

However, the microbiological and chemical composition of biofilm-coated particles 
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Figure 7. Effects of controlled release on the length (Lplm) and volume (Vplm ) of the eutrophic
plume around a nutrient-releasing particle. Higher release rate (qAs ) represents elevated activities
of particle-associated bacteria. The orange line with filled circles corresponds to transport-limited
dissolution and represents the uncoupled hydrolysis concept set forth by Azam and coworkers [6,25,39],
in which the enzymatic capacity significantly exceeds intraparticle uptake and leakage to ambient
water. The orange line also delimits the domains of supersaturated (CAs > 1) and undersaturated
particles (CAs < 1). Plume metrics were calculated for Da = 0.1 and Cdet = 0.1 in all cases. The
reference state (qAs = 1 ) corresponds to a saturated particle in equilibrium with the surrounding
water (Pe = 0, Da = 0 ).
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However, the microbiological and chemical composition of biofilm-coated particles
changes with time, on the order of hours to days, due to microbial activities, succession
dynamics, cell lysis, zooplankton grazing, absorption and desorption of cells, solutes and
elementary particles from and to the surrounding water [6–8,23,38,81–83]. Intraparticle
enzymatic activities also change [28,29]. For example, proteins and organic phosphorus are
preferentially hydrolyzed in fresh marine aggregates, whereas polysaccharides are released
in later stages by mature aggregates [28]. In conditions of limited enzymatic capacity, the
nutrient release rate is tightly coupled to the intraparticle bacterial activities and basic
insight into plume formation can be obtained through the boundary condition given in
Equation (4) for reaction-limited dissolution. As shown in Figure 7, the interplay between
nutrient release and advection may result in either supersaturated particles with large
plumes or undersaturated particles with small plumes, as compared to the standard set by
transport-limited dissolution. Interestingly, under controlled nutrient release, the eutrophic
plume attenuates non-linearly with lowering release rate. For aggregates with marked
spatial heterogeneity of bacterial activities, full resolution of the biochemical coupling
between particle-associated and free-living bacteria would require to combine the present
model formulation with models of intraparticle transport [24,44] and the concomitant
biofilm dynamics [84,85].

3.6. Ecological Significance of Nutrient Plume Quenching

Plume quenching is plausible when the nutrient uptake rate is faster than the plume
dissipation rate by advection and diffusion. In terms of fundamental timescales, the uptake
timescale, τ̃U , must be shorter than the lifetime of the plume, τ̃plm. For advection dominated
transport (Pe > 1), the plume lifetime is on the order of τ̃plm = L̃plm/ ṽ∞ [48] and, thus,
the timescale condition τ̃U < τ̃plm can be expressed in terms of the particle- based Péclet
and Damköhler numbers as Pe/Da < Lplm. This is a nonlinear relation as the plume
length also depends on the Péclet and Damköhler numbers. However, for the parameter
range of interest, our numerical analysis has shown that it suffices to set Pe/Da < 100
(Figure 6). Back-substitution of dimensional quantities, results in an upper bound for
the applicable particle velocity, ṽ∞ < (100/τ̃U)R̃P, in relation to the particle size and the
uptake timescale.

For diffusion-dominated transport (Pe < 1), the plume lifetime is on the order of
τ̃plm = L̃2

plm/D̃Aυ and the timescale condition τ̃U < τ̃plm can be expressed as Da > L−2
plm. In

practice, a measurable change (>5%) of the plume metrics is achieved when Da > 10−4 and

sets a lower bound on the applicable particle size, R̃P > 0.01
√

τ̃U D̃Aυ. For reasonably fast
uptake (τ̃U = 100 s) of small nutrient molecules (D̃Aυ = 10−5 cm2/s), plume quenching
is expected to be substantial when the particle radius is over 3 µm. For larger nutrient
molecules (D̃Aυ = 10−6 cm2/s), the radius limit falls to 1 µm. Therefore, the competition
between uptake and diffusion is of relevance to individual phytoplankton cells [62,86].

Another constraint is set upon the applicable particle types by the low Reynolds
condition, Re = ρ̃υ ṽ∞R̃P/µ̃υ < 1. In the marine environment, the hypothesis of laminar
flow regime with Re < 1 is suitable for slowly drifting, sinking or rising particles in deep
waters, but also in the epipelagic zone of calm open ocean with low energy dissipation
rate (< 10−5 cm2/s3) [42]. However, an upper bound is set on the applicable particle size
and velocity, ṽ∞ < (µ̃υ/ρ̃υ)R̃−1

P . Considering that the kinematic viscosity of seawater is
about µ̃υ/ρ̃υ ∼ 10−2 cm2/s [37], the low Reynolds condition is satisfied by individual
phytoplankton cells (Table 1 in [62]), as well as marine snow microparticles.

As shown in Figure 8, the above timescale conditions are satisfied by sinking marine
aggregates with size (diameter) in the range of 0.1 mm to 10 mm and velocity less than
40 m per day. For larger particles or higher velocity, the nutrient field is dominated by
advection. For smaller particles, like individual phytoplankton cells, molecular diffusion
also becomes important (Figure 9). In agreement with Jackson’s [48] analysis, a large
fraction of marine aggregates generates short-lived plumes with lifetime below 100 s
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(cyan-shaded and non-shaded areas in Figure 8). However, there also exists a significant
fraction of marine aggregates with longer plume lifetime, τ̃plm > 100 s, for which uptake by
microbes contributes significantly in shaping the nutrient field (green and yellow shaded
areas in Figure 8). Consequently, plume quenching is impactful for slow-sinking large
particles with small solutes (e.g., marine snow releasing hydrolyzed amino acids [25]), and
for small particles with large solutes (e.g., phytoplankton cells excreting polysaccharides of
high molecular weight [87]).
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Figure 8. Phase diagram in the velocity–size space delineating the domain of prevalence for the
fundamental transport processes that shape the nutrient field around sinking marine aggregates.
The symbols represent experimental data for the sinking velocity (SV) and the equivalent sphere
diameter (ESD) of individual aggregates (circles) or populations of aggregates (stars). The lines
represent theoretical boundaries established by timescale conditions. The black lines correspond to
Re = 1 (solid) and Re = 10 (dashed), with a kinematic viscosity of µ̃υ/ρ̃υ = 10−2 cm2/s for seawater.
The solid grey line corresponds to Pe = 1 with D̃Aυ = 10−5 cm2/s. The colored lines correspond to
Pe/Da=100 with uptake timescale τ̃U = 10 s for dark cyan, τ̃U = 100 s for dark green, and τ̃U = 1000 s
for orange. The plume lifetime is in the range of >1000 s in the yellow-shaded area, 100–1000 s in the
green-shaded area, 10–100 s in the cyan-shaded area, and <10 s in the non-shaded area. Microbial
uptake and plume quenching are important for data falling in the green-yellow areas, modest in the
cyan area, and negligible in the non-shaded area. Figure citations: [22,86–97].
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form in low salinity waters of the epipelagic layer or freshwater rivers, hence binding 
interstitial water of low excess density. Thereafter, as the aggregates sink through denser 
seawater, they slow down and increase their residence time or even get trapped in strong 
pycnoclines [83,100,101]. Mineral particles also affect the mechanics and settling behavior 
of the aggregates [18,99], with higher mineral content resulting in stiffer aggregates of 
high excess density and sinking velocity. For example, aggregates affected by turbid estu-
arine waters of the Mississippi river were rich in clay and sank faster than similarly sized 
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Figure 9. Phase diagram in the velocity-size space delineating the domain of prevalence for the
fundamental transport processes that shape the nutrient field around individual phytoplankton
cells. The symbols correspond to experimental data (Table 1 in [86]). The lines represent theoretical
boundaries estimated by timescale conditions. The grey lines correspond to Pe = 1. The dark green
lines correspond to Pe/Da = 100 with uptake timescale τ̃U = 100s. The arrowheads point at critical
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solutes (black arrow, solid lines) and D̃Aυ = 10−6cm2/s for large solutes (blue arrow, dashed lines).

The morphology and composition of marine aggregates strongly affect their sinking
behavior [89,96], and underpin the significant scatter of data observed in Figure 8. Marine
aggregates consist of exopolymer substances (EPS), microorganisms, mineral particles and
detritus [4–8]. The EPS matrix, inclusive of transparent exopolymer particles (TEP), acts as
a glue and provides cohesion and structural stability to the aggregate. High EPS content is
typically correlated with large, slow-sinking aggregates. For example, the sinking velocity
of diatom aggregates [88,98], biomass-associated minerals [99] and microplastics [22] was
found to decrease with increasing EPS content. This interesting trend is partly attributed
to the interstitial water, which is physico-chemically absorbed by the EPS matrix dur-
ing aggregate formation. Marine gels, the precursors of aggregates [5], usually form in
low salinity waters of the epipelagic layer or freshwater rivers, hence binding interstitial
water of low excess density. Thereafter, as the aggregates sink through denser seawater,
they slow down and increase their residence time or even get trapped in strong pycno-
clines [83,100,101]. Mineral particles also affect the mechanics and settling behavior of the
aggregates [18,99], with higher mineral content resulting in stiffer aggregates of high excess
density and sinking velocity. For example, aggregates affected by turbid estuarine waters
of the Mississippi river were rich in clay and sank faster than similarly sized aggregates
formed in offshore waters of the Black Sea [96]. Based on the above, plume formation
and quenching is expected to be more pronounced for aggregates with high EPS and low
mineral content.

The aggregate morphology is another key determinant of particle transport in the
sea. A wide range of aggregate shapes has been observed in situ with underwater video
cameras and microscopes [83,102]. In modeling studies, marine aggregates are typically
represented by spherical particles [37,43,44,66,101], because nearly spherical aggregates
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exist in situ [97] and the sphere is the simplest shape that can serve as a reference for
comparisons between different studies. What is more important, recent experimental
work demonstrated that the rigid sphere model provides satisfactory agreement with the
measured dissolution pattern around individual aggregates, either synthetic or natural
(see, for instance, Figure 1d in [31], Figure 6 in [44], and Figure 9 in [88]). Furthermore,
McDonnell & Buesseler [93] successfully described the observed variability for the velocity
of sinking aggregates by combining the rigid sphere model for small particles of high
sphericity with the rigid cylinder model for elongated particles of low sphericity. Based on
the above information, the rigid sphere model is a reasonable first approximation towards
capturing salient features of plume formation and quenching in marine waters. Subsequent
modeling studies could investigate the process for marine aggregates with soft material
behavior [103] and fractal geometry [22].

3.7. Further Perspective on Plume Quenching Implications

Ocean-level models of the biological carbon pump rely on the dichotomy between fast-
and slow-sinking particles [1]. In contrast to rapidly sinking, slow-sinking particles have
low density, high porosity and negligible mineral content. Over the entire spectrum of sink-
ing rates, the particulate flux declines with depth [9]. Fast-sinking particles are susceptible
to fragmentation [104], whereas slow-sinking ones are consumed by surface- attached mi-
crobes [11,31] and zooplankton [35]. Recent lines of evidence leverage the high abundance
and strong control of slow-sinking particles over biogeochemical cycles [11,105–108]. For
instance, in situ measurements revealed that slow-sinking particles (<30 m/d) prevail in
the vertical POM flux in the Atlantic Ocean [107], and small particles (128–512 µm) control
the rate of anaerobic ammonium oxidation in the hypoxic zone of the Southeast Pacific
Ocean [108]. In this context, the microscale process of plume feeding and quenching by
free-living bacteria underpins a large potential impact on the rates of particle degradation
and nutrient depletion and, optimally, should be incorporated in ocean-level models of
POM and DOM transport.

In this work, we investigated the base effects of plume quenching by considering
uniformly distributed bacteria around the particle. This setup is reasonable because the
oceanic microbiome is typically dominated by non-motile bacteria, like Pelagibacters of
the SAR11 clade [76,109], for which there is no driving force to significantly disrupt a
uniform spatial distribution [46,47]. The fraction of motile chemosensing bacteria, which
are able to respond to nutrient gradients and cluster around particles [40,110], is usually
low (<10%) [111]. However, chemotactic bacterial clustering is expected to be important in
eutrophic coastal waters, after episodic terrestrial runoffs and algal blooms [42,43]. Under
conditions of such particulate blooms, the effects of plume quenching may be further
amplified and deserve to be examined separately. Future research should also address the
impacts of finite Reynolds number and irregularly shaped particles.

4. Conclusions

Our computational analysis shows that microbial uptake can significantly quench the
extent and intensity of the nutrient plume in the wake of slow-moving particles when the
uptake timescale is shorter than the plume lifetime or, equivalently, when Pe/Da < 100.
In the context of marine ecosystems, plume quenching is expected to be substantial for
individual phytoplankton cells as well as marine snow aggregates with sizes in the range
of 0.1–10 mm and velocities up to 40 m/d. Our single-particle analysis could be used to
parameterize ocean-level models [15,16] and, ultimately, lead to improved predictions of
POM transport, nutrient transformations and microbial growth dynamics.
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3. Durkin, C.A.; Buesseler, K.O.; Cetinić, I.; Estapa, M.L.; Kelly, R.P.; Omand, M. A visual tour of carbon export by sinking particles.

Glob. Biogeochem. Cycles 2021, 35, e2021GB006985. [CrossRef]
4. Verdugo, P.; Alldredge, A.L.; Azam, F.; Kirchman, D.L.; Passow, U.; Santschi, P.H. The oceanic gel phase: A bridge in the

DOM–POM continuum. Mar. Chem. 2004, 92, 67–85. [CrossRef]
5. Quigg, A.; Santschi, P.H.; Burd, A.; Chin, W.-C.; Kamalanathan, M.; Xu, C.; Ziervogel, K. From nano-gels to marine snow: A

synthesis of gel formation processes and modeling efforts involved with particle flux in the ocean. Gels 2021, 7, 114. [CrossRef]
[PubMed]

6. Simon, M.; Grossart, H.-P.; Schweitzer, B.; Ploug, H. Microbial ecology of organic aggregates in aquatic ecosystems. Aquat. Microb.
Ecol. 2002, 28, 175–211. [CrossRef]

7. Giani, M.; Berto, D.; Zangrando, V.; Castelli, S.; Sist, P.; Urbani, R. Chemical characterization of different typologies of mucilaginous
aggregates in the Northern Adriatic Sea. Sci. Total Environ. 2005, 353, 232–246. [CrossRef] [PubMed]

8. Azam, F.; Malfatti, F. Microbial structuring of marine ecosystems. Nat. Rev. Microbiol. 2007, 5, 782–791. [CrossRef] [PubMed]
9. Omand, M.M.; Govindarajan, R.; He, J.; Mahadevan, A. Sinking flux of particulate organic matter in the oceans: Sensitivity to

particle characteristics. Sci. Rep. 2020, 10, 5582. [CrossRef] [PubMed]
10. Giering, S.L.C.; Cavan, E.L.; Basedow, S.L.; Briggs, N.; Burd, A.B.; Darroch, L.J.; Guidi, L.; Irisson, J.-O.; Iversen, M.H.; Kiko, R.;

et al. Sinking organic particles in the ocean—Flux estimates from in situ optical devices. Front. Mar. Sci. 2020, 6, 834. [CrossRef]
11. Cavan, E.; Trimmer, M.; Shelley, F.; Sanders, R. Remineralization of particulate organic carbon in an ocean oxygen minimum zone.

Nat. Commun. 2017, 8, 14847. [CrossRef]
12. Doney, S.C.; Fabry, V.J.; Feely, R.A.; Kleypas, J.A. Ocean acidification: The other CO2 problem. Annu. Rev. Mar. Sci. 2009, 1,

169–192. [CrossRef]
13. Levin, L.A.; le Bris, N. The deep ocean under climate change. Science 2015, 350, 766–768. [CrossRef] [PubMed]
14. Lønborg, C.; Carreira, C.; Jickells, T.; Álvarez-Salgado, X.A. Impacts of global change on ocean dissolved organic carbon (DOC)

cycling. Front. Mar. Sci. 2020, 7, 466. [CrossRef]
15. Stock, C.A.; Dunne, J.P.; Fan, S.; Ginoux, P.; John, J.; Krasting, J.P.; Laufkötter, C.; Paulot, F.; Zadeh, N. Ocean biogeochemistry

in GFDL’s Earth System Model 4.1 and its response to increasing atmospheric CO2. J. Adv. Model. Earth Syst. 2020, 12,
e2019MS002043. [CrossRef]

16. Henson, S.A.; Laufkötter, C.; Leung, S.; Giering, S.L.C.; Palevsky, H.I.; Cavan, E.L. Uncertain response of ocean biological carbon
export in a changing world. Nat. Geosci. 2022, 15, 248–254. [CrossRef]

17. Regnier, P.; Resplandy, L.; Najjar, R.G.; Ciais, P. The land-to-ocean loops of the global carbon cycle. Nature 2022, 603, 401–410.
[CrossRef] [PubMed]

18. Mikkelsen, O.A.; Hill, P.S.; Milligan, T.G. Seasonal and spatial variation of floc size, settling velocity, and density on the inner
Adriatic Shelf (Italy). Cont. Shelf Res. 2007, 27, 417–430. [CrossRef]

19. Passow, U.; Ziervogel, K.; Asper, V.; Diercks, A. Marine snow formation in the aftermath of the Deepwater Horizon oil spill in the
Gulf of Mexico. Environ. Res. Lett. 2012, 7, 035301. [CrossRef]

20. Brakstad, O.G.; Lewis, A.; Beegle-Krause, C.J. A critical review of marine snow in the context of oil spills and oil spill dispersant
treatment with focus on the Deepwater Horizon oil spill. Mar. Pollut. Bull. 2018, 135, 346–356. [CrossRef]

21. Kapellos, G.E. Microbial strategies for oil biodegradation. In Modeling of Microscale Transport in Biological Processes; Academic
Press: Cambridge, MA, USA, 2017; pp. 19–39.

22. Nguyen, T.H.; Tang, F.H.M.; Maggi, F. Sinking of microbial-associated microplastics in natural waters. PLoS ONE 2020, 15,
e0228209. [CrossRef]

http://doi.org/10.1038/s41586-019-1098-2
http://doi.org/10.1029/2021GB007083
http://doi.org/10.1029/2021GB006985
http://doi.org/10.1016/j.marchem.2004.06.017
http://doi.org/10.3390/gels7030114
http://www.ncbi.nlm.nih.gov/pubmed/34449609
http://doi.org/10.3354/ame028175
http://doi.org/10.1016/j.scitotenv.2005.09.027
http://www.ncbi.nlm.nih.gov/pubmed/16257434
http://doi.org/10.1038/nrmicro1747
http://www.ncbi.nlm.nih.gov/pubmed/17853906
http://doi.org/10.1038/s41598-020-60424-5
http://www.ncbi.nlm.nih.gov/pubmed/32221314
http://doi.org/10.3389/fmars.2019.00834
http://doi.org/10.1038/ncomms14847
http://doi.org/10.1146/annurev.marine.010908.163834
http://doi.org/10.1126/science.aad0126
http://www.ncbi.nlm.nih.gov/pubmed/26564845
http://doi.org/10.3389/fmars.2020.00466
http://doi.org/10.1029/2019MS002043
http://doi.org/10.1038/s41561-022-00927-0
http://doi.org/10.1038/s41586-021-04339-9
http://www.ncbi.nlm.nih.gov/pubmed/35296840
http://doi.org/10.1016/j.csr.2006.11.004
http://doi.org/10.1088/1748-9326/7/3/035301
http://doi.org/10.1016/j.marpolbul.2018.07.028
http://doi.org/10.1371/journal.pone.0228209


Microorganisms 2022, 10, 2020 19 of 22

23. Dang, H.; Lovell, C.R. Microbial surface colonization and biofilm development in marine environments. Microbiol. Mol. Biol. Rev.
2015, 80, 91–138. [CrossRef] [PubMed]

24. Kapellos, G.E.; Paraskeva, C.A.; Kalogerakis, N.; Doyle, P.S. Theoretical insight into the biodegradation of solitary oil micro-
droplets moving through a water column. Bioengineering 2018, 5, 15. [CrossRef]

25. Smith, D.; Simon, M.; Alldredge, A.; Azam, F. Intense hydrolytic enzyme activity on marine aggregates and implications for rapid
particle dissolution. Nature 1992, 359, 139–142. [CrossRef]

26. Del Negro, P.; Crevatin, E.; Larato, C.; Ferrari, C.; Totti, C.; Pompei, M.; Giani, M.; Berto, D.; Fonda Umani, S. Mucilage micro-
cosms. Sci. Total Environ. 2005, 353, 258–269. [CrossRef]

27. Danovaro, R.; Armeni, M.; Luna, G.M.; Corinaldesi, C.; Dell’Anno, A.; Ferrari, C.R.; Fiordelmondo, C.; Gambi, C.; Gismondi, M.;
Manini, E.; et al. Exo-enzymatic activities and dissolved organic pools in relation with mucilage development in the Northern
Adriatic Sea. Sci. Total Environ. 2005, 353, 189–203. [CrossRef]

28. Zoppini, A.; Puddu, A.; Fazi, S.; Rosati, M.; Sist, P. Extracellular enzyme activity and dynamics of bacterial community in
mucilaginous aggregates of the northern Adriatic Sea. Sci. Total Environ. 2005, 353, 270–286. [CrossRef]

29. Arnosti, C.; Reintjes, G.; Amann, R. A mechanistic microbial underpinning for the size-reactivity continuum of dissolved organic
carbon degradation. Mar. Chem. 2018, 206, 93–99. [CrossRef]

30. García-Cruz, N.U.; Valdivia-Rivera, S.; Narciso-Ortiz, L.; García-Maldonado, J.Q.; Uribe-Flores, M.M.; Aguirre-Macedo, M.L.;
Lizardi-Jiménez, M.A. Diesel uptake by an indigenous microbial consortium isolated from sediments of the Southern Gulf of
Mexico: Emulsion characterisation. Environ. Pollut. 2019, 250, 849–855. [CrossRef]

31. Alcolombri, U.; Peaudecerf, F.J.; Fernandez, V.I.; Behrendt, L.; Lee, K.S.; Stocker, R. Sinking enhances the degradation of organic
particles by marine bacteria. Nat. Geosci. 2021, 14, 775–780. [CrossRef]

32. Kujawinski, E.B. The impact of microbial metabolism on marine dissolved organic matter. Annu. Rev. Mar. Sci. 2011, 3, 567–599.
[CrossRef] [PubMed]

33. Arnosti, C.; Ziervogel, K.; Yang, T.; Teske, A. Oil-derived marine aggregates—Hot spots of polysaccharide degradation by
specialized bacterial communities. Deep Sea Res. II 2016, 129, 179–186. [CrossRef]

34. Moran, M.A.; Kujawinski, E.B.; Schroer, W.F.; Amin, S.A.; Bates, N.R.; Bertrand, E.M.; Braakman, R.; Brown, C.T.; Covert, M.W.;
Doney, S.C.; et al. Microbial metabolites in the marine carbon cycle. Nat. Microbiol. 2022, 7, 508–523. [CrossRef]

35. Jackson, G.A.; Kiørboe, T. Zooplankton use of chemodetection to find and eat particles. Mar. Ecol. Prog. Ser. 2004, 269, 153–162.
[CrossRef]

36. Kiørboe, T.; Jackson, G.A. Marine snow, organic solute plumes, and optimal chemosensory behavior of bacteria. Limnol. Oceanogr.
2001, 46, 1309–1318. [CrossRef]

37. Kiørboe, T.; Ploug, H.; Thygesen, U.H. Fluid motion and solute distribution around sinking aggregates. I. Small-scale fluxes and
heterogeneity of nutrients in the pelagic environment. Mar. Ecol. Prog. Ser. 2001, 211, 1–13. [CrossRef]

38. Herndl, G.J. Ecology of amorphous aggregations (marine snow) in the Northern Adriatic Sea. II. Microbial density and activity in
marine snow and its implication to overall pelagic processes. Mar. Ecol. Prog. Ser. 1988, 48, 265–275. [CrossRef]

39. Azam, F.; Long, R. Sea snow microcosms. Nature 2001, 414, 495–498. [CrossRef]
40. Stocker, R.; Seymour, J.R.; Samadani, A.; Hunt, D.E.; Polz, M.F. Rapid chemotactic response enables marine bacteria to exploit

ephemeral microscale nutrient patches. Proc. Natl. Acad. Sci. USA 2008, 105, 4209–4214. [CrossRef] [PubMed]
41. Lehman, J.T.; Scavia, D. Microscale nutrient patches produced by zooplankton. Proc. Natl. Acad. Sci. USA 1982, 79, 5001–5005.

[CrossRef] [PubMed]
42. Bowen, J.D.; Stolzenbach, K.D.; Chisholm, S.W. Simulating bacterial clustering around phytoplankton cells in a turbulent ocean.

Limnol. Oceanogr. 1993, 38, 36–51. [CrossRef]
43. Smriga, S.; Fernandez, V.I.; Mitchell, J.G.; Stocker, R. Chemotaxis toward phytoplankton drives organic matter partitioning among

marine bacteria. Proc. Natl. Acad. Sci. USA 2016, 113, 1576–1581. [CrossRef] [PubMed]
44. Moradi, N.; Liu, B.; Iversen, M.; Kuypers, M.M.; Ploug, H.; Khalili, A. A new mathematical model to explore microbial processes

and their constraints in phytoplankton colonies and sinking marine aggregates. Sci. Adv. 2018, 4, eaat1991. [CrossRef]
45. Taylor, J.R.; Stocker, R. Trade-offs of chemotactic foraging in turbulent water. Science 2012, 338, 675–679. [CrossRef]
46. Watteaux, R.; Stocker, R.; Taylor, J.R. Sensitivity of the rate of nutrient uptake by chemotactic bacteria to physical and biological

parameters in a turbulent environment. J. Theor. Biol. 2015, 387, 120–135. [CrossRef]
47. Desai, N.; Dabiri, S.; Ardekani, A.M. Nutrient uptake by chemotactic bacteria in presence of rising oil drops. Int. J. Multiph. Flow

2018, 108, 156–168. [CrossRef]
48. Jackson, G.A. Seascapes: The world of aquatic organisms as determined by their particulate natures. J. Exp. Biol. 2012, 215,

1017–1030. [CrossRef]
49. Koch, A.L.; Wang, C.H. How close to the theoretical diffusion limit do bacterial uptake systems function? Arch. Microbiol. 1982,

131, 36–42. [CrossRef]
50. Sundqvist, H.; Veronis, G. A simple finite-difference grid with non-constant intervals. Tellus 1970, 22, 26–31. [CrossRef]
51. Liu, J.; Pope, G.A.; Sepehrnoori, K. A high-resolution finite-difference scheme for nonuniform grids. Appl. Math. Model. 1995, 19,

162–172.
52. Van der Vorst, H.A. Bi-CGSTAB: A fast and smoothly converging variant of Bi-CG for the solution of nonsymmetric linear

systems. SIAM J. Sci. Stat. Comput. 1992, 13, 631–644. [CrossRef]

http://doi.org/10.1128/MMBR.00037-15
http://www.ncbi.nlm.nih.gov/pubmed/26700108
http://doi.org/10.3390/bioengineering5010015
http://doi.org/10.1038/359139a0
http://doi.org/10.1016/j.scitotenv.2005.09.018
http://doi.org/10.1016/j.scitotenv.2005.09.029
http://doi.org/10.1016/j.scitotenv.2005.09.019
http://doi.org/10.1016/j.marchem.2018.09.008
http://doi.org/10.1016/j.envpol.2019.04.109
http://doi.org/10.1038/s41561-021-00817-x
http://doi.org/10.1146/annurev-marine-120308-081003
http://www.ncbi.nlm.nih.gov/pubmed/21329217
http://doi.org/10.1016/j.dsr2.2014.12.008
http://doi.org/10.1038/s41564-022-01090-3
http://doi.org/10.3354/meps269153
http://doi.org/10.4319/lo.2001.46.6.1309
http://doi.org/10.3354/meps211001
http://doi.org/10.3354/meps048265
http://doi.org/10.1038/35107174
http://doi.org/10.1073/pnas.0709765105
http://www.ncbi.nlm.nih.gov/pubmed/18337491
http://doi.org/10.1073/pnas.79.16.5001
http://www.ncbi.nlm.nih.gov/pubmed/16593218
http://doi.org/10.4319/lo.1993.38.1.0036
http://doi.org/10.1073/pnas.1512307113
http://www.ncbi.nlm.nih.gov/pubmed/26802122
http://doi.org/10.1126/sciadv.aat1991
http://doi.org/10.1126/science.1219417
http://doi.org/10.1016/j.jtbi.2015.08.006
http://doi.org/10.1016/j.ijmultiphaseflow.2018.06.016
http://doi.org/10.1242/jeb.059105
http://doi.org/10.1007/BF00451496
http://doi.org/10.3402/tellusa.v22i1.10155
http://doi.org/10.1137/0913035


Microorganisms 2022, 10, 2020 20 of 22

53. Clift, R.; Grace, J.R.; Weber, M.E. Bubbles, Drops, and Particles; Academic Press: New York, NY, USA, 1978.
54. Johnson, A.I.; Akehata, T. Reaction accompanied mass transfer from fluid and solid spheres at low Reynolds numbers. Can. J.

Chem. Eng. 1965, 43, 10–15. [CrossRef]
55. Nagy, E.; Blickle, T.; Ujhidy, A. Spherical effect on mass transfer between fine solid particle and liquid accompanied by chemical

reaction. Chem. Eng. Sci. 1989, 44, 198–201. [CrossRef]
56. Levich, V.G. Physicochemical Hydrodynamics; Prentice-Hall: Englewood Cliffs, NJ, USA, 1962.
57. Acrivos, A.; Goddard, J.D. Asymptotic expansions for laminar forced-convection heat and mass transfer. Part 1. Low speed flows.

J. Fluid Mech. 1965, 23, 273–291. [CrossRef]
58. Acrivos, A.; Taylor, T.D. Heat and mass transfer from single spheres in Stokes flow. Phys. Fluids 1962, 5, 387–394. [CrossRef]
59. Saboni, A.; Alexandrova, S.; Spasic, A.M.; Gourdon, C. Effect of the viscosity ratio on mass transfer from a fluid sphere at low to

very high Péclet numbers. Chem. Eng. Sci. 2007, 62, 4742–4750. [CrossRef]
60. Juncu, G. The influence of the Henry number on the conjugate mass transfer from a sphere: II—Mass transfer accompanied by a

first-order chemical reaction. Heat Mass Transf. 2002, 38, 523–534. [CrossRef]
61. Azam, F.; Fenchel, T.; Field, J.G.; Gray, J.S.; Meyer-Reil, L.A.; Thingstad, F. The ecological role of water-column microbes in the sea.

Mar. Ecol. Prog. Ser. 1983, 10, 257–263. [CrossRef]
62. Karp-Boss, L.; Boss, E.; Jumars, P.A. Nutrient fluxes to planktonic osmotrophs in the presence of fluid motion. Oceanogr. Mar. Biol.

1996, 34, 71–108.
63. Armstrong, R.A. Nutrient uptake rate as a function of cell size and surface transporter density: A Michaelis-like approximation to

the model of Pasciak and Gavis. Deep-Sea Res. I 2008, 55, 1311–1317. [CrossRef]
64. Fiksen, Ø.; Follows, M.J.; Aksnes, D.L. Trait-based models of nutrient uptake in microbes extend the Michaelis-Menten framework.

Limnol. Oceanogr. 2013, 58, 193–202. [CrossRef]
65. Casey, J.R.; Follows, M.J. A steady-state model of microbial acclimation to substrate limitation. PLoS Comput. Biol. 2020, 16,

e1008140. [CrossRef]
66. Desai, N.; Shaik, V.A.; Ardekani, A.M. Hydrodynamic interaction enhances colonization of sinking nutrient sources by motile

microorganisms. Front. Microbiol. 2019, 10, 289. [CrossRef]
67. Løvdal, T.; Skjoldal, E.F.; Heldal, M.; Norland, S.; Thingstad, T.F. Changes in morphology and elemental composition of Vibrio

splendidus along a gradient from carbon-limited to phosphate-limited growth. Microb. Ecol. 2008, 55, 152–161. [CrossRef]
[PubMed]

68. Tambi, H.; Flaten, G.A.F.; Egge, J.K.; Bødtker, G.; Jacobsen, A.; Thingstad, T.F. Relationship between phosphate affinities and cell
size and shape in various bacteria and phytoplankton. Aquat. Microb. Ecol. 2009, 57, 311–320. [CrossRef]

69. Vadstein, O.; Olsen, Y. Chemical composition and phosphate uptake kinetics of limnetic bacterial communities cultured in
chemostats under phosphorus limitation. Limnol. Oceanogr. 1989, 34, 939–946. [CrossRef]

70. Martens-Habbena, W.; Berube, P.; Urakawa, H.; de la Torre, H.J.R.; Stahl, D.A. Ammonia oxidation kinetics determine niche
separation of nitrifying Archaea and Bacteria. Nature 2009, 461, 976–979. [CrossRef]

71. Kits, K.D.; Sedlacek, C.J.; Lebedeva, E.V.; Han, P.; Bulaev, A.; Pjevac, P.; Daebeler, A.; Romano, S.; Albertsen, M.; Stein, L.Y.; et al.
Kinetic analysis of a complete nitrifier reveals an oligotrophic lifestyle. Nature 2017, 549, 269–272. [CrossRef]

72. Matin, A.; Veldkamp, H. Physiological basis of the selective advantage of a Spirillum sp. in a carbon-limited environment. J. Gen.
Microbiol. 1978, 105, 187–197. [CrossRef]

73. Button, D.K.; Robertson, B.R.; Lepp, P.W.; Schmidt, T.M. A small, dilute-cytoplasm, high-affinity, novel bacterium isolated by
extinction culture and having kinetic constants compatible with growth at ambient concentrations of dissolved nutrients in
seawater. Appl. Environ. Microbiol. 1998, 64, 4467–4476. [CrossRef]

74. Duetz, W.A.; Wind, B.; van Andel, J.G.; Barnes, M.R.; Williams, P.A.; Rutgers, M. Biodegradation kinetics of toluene, m-xylene,
p-xylene and their intermediates through the upper TOL pathway in Pseudomonas putida (PWWO). Microbiology 1998, 144,
1669–1675. [CrossRef] [PubMed]

75. Rapp, P. Multiphasic kinetics of transformation of 1,2,4-trichlorobenzene at nano- and micromolar concentrations by Burkholderia
sp. strain PS14. Appl. Environ. Microbiol. 2001, 67, 3496–3500. [CrossRef]

76. Noell, S.E.; Giovannoni, S.J. SAR11 bacteria have a high affinity and multifunctional glycine betaine transporter. Environ. Microbiol.
2019, 21, 2559–2575. [CrossRef] [PubMed]

77. Mårdén, P.; Nyström, T.; Kjelleberg, S. Uptake of leucine by a marine Gram-negative heterotrophic bacterium during exposure to
starvation conditions. FEMS Microbiol. Ecol. 1987, 45, 233–241. [CrossRef]

78. Button, D.K.; Robertson, B.; Gustafson, E.; Zhao, X. Experimental and theoretical bases of specific affinity, a cytoarchitecture-based
formulation of nutrient collection proposed to supercede the Michaelis-Menten paradigm of microbial kinetics. Appl. Environ.
Microbiol. 2004, 70, 5511–5521. [CrossRef]

79. Button, D.K. Nutrient uptake by microorganisms according to kinetic parameters from theory as related to cytoarchitecture.
Microbiol. Mol. Biol. Rev. 1998, 62, 636–645. [CrossRef] [PubMed]

80. Bratbak, G.; Dundas, I. Bacterial dry matter content and biomass estimations. Appl. Environ. Microbiol. 1984, 48, 755–757.
[CrossRef]

http://doi.org/10.1002/cjce.5450430102
http://doi.org/10.1016/0009-2509(89)85247-9
http://doi.org/10.1017/S0022112065001350
http://doi.org/10.1063/1.1706630
http://doi.org/10.1016/j.ces.2007.05.021
http://doi.org/10.1007/s002310100256
http://doi.org/10.3354/meps010257
http://doi.org/10.1016/j.dsr.2008.05.004
http://doi.org/10.4319/lo.2013.58.1.0193
http://doi.org/10.1371/journal.pcbi.1008140
http://doi.org/10.3389/fmicb.2019.00289
http://doi.org/10.1007/s00248-007-9262-x
http://www.ncbi.nlm.nih.gov/pubmed/17557169
http://doi.org/10.3354/ame01369
http://doi.org/10.4319/lo.1989.34.5.0939
http://doi.org/10.1038/nature08465
http://doi.org/10.1038/nature23679
http://doi.org/10.1099/00221287-105-2-187
http://doi.org/10.1128/AEM.64.11.4467-4476.1998
http://doi.org/10.1099/00221287-144-6-1669
http://www.ncbi.nlm.nih.gov/pubmed/33789397
http://doi.org/10.1128/AEM.67.8.3496-3500.2001
http://doi.org/10.1111/1462-2920.14649
http://www.ncbi.nlm.nih.gov/pubmed/31090982
http://doi.org/10.1111/j.1574-6968.1987.tb02361.x
http://doi.org/10.1128/AEM.70.9.5511-5521.2004
http://doi.org/10.1128/MMBR.62.3.636-645.1998
http://www.ncbi.nlm.nih.gov/pubmed/9729603
http://doi.org/10.1128/aem.48.4.755-757.1984


Microorganisms 2022, 10, 2020 21 of 22

81. Kiørboe, T.; Tang, K.; Grossart, H.-P.; Ploug, H. Dynamics of microbial communities on marine snow aggregates: Colonization,
growth, detachment, and grazing mortality of attached bacteria. Appl. Environ. Microbiol. 2003, 69, 3036–3047. [CrossRef]
[PubMed]

82. Datta, M.; Sliwerska, E.; Gore, J.; Polz, M.F.; Cordero, O.X. Microbial interactions lead to rapid micro-scale successions on model
marine particles. Nat. Commun. 2016, 7, 11965. [CrossRef]

83. Precali, R.; Giani, M.; Marini, M.; Grilli, F.; Ferrari, C.R.; Pečar, O.; Paschini, E. Mucilaginous aggregates in the northern Adriatic
in the period 1999–2002: Typology and distribution. Sci. Total Environ. 2005, 353, 10–23. [CrossRef]

84. Kapellos, G.E.; Alexiou, T.S.; Payatakes, A.C. Hierarchical simulator of biofilm growth and dynamics in granular porous materials.
Adv. Water Resour. 2007, 30, 1648–1667. [CrossRef]

85. Ebrahimi, A.; Schwartzman, J.; Cordero, O.X. Cooperation and spatial self-organization determine rate and efficiency of particulate
organic matter degradation in marine bacteria. Proc. Natl. Acad. Sci. USA 2019, 116, 23309–23316. [CrossRef]

86. Bach, L.T.; Riebesell, U.; Sett, S.; Febiri, S.; Rzepka, P.; Schulz, K.G. An approach for particle sinking velocity measurements in the
3–400 µm size range and considerations on the effect of temperature on sinking rates. Mar. Biol. 2012, 159, 1853–1864. [CrossRef]
[PubMed]

87. Mühlenbruch, M.; Grossart, H.-P.; Eigemann, F.; Voss, M. Mini-review: Phytoplankton-derived polysaccharides in the marine
environment and their interactions with heterotrophic bacteria. Environ. Microbiol. 2018, 20, 2671–2685. [CrossRef] [PubMed]

88. Zetsche, E.-M.; Larsson, A.I.; Iversen, M.H.; Ploug, H. Flow and diffusion around and within diatom aggregates: Effects of
aggregate composition and shape. Limnol. Oceanogr. 2020, 65, 1818–1833. [CrossRef]

89. Iversen, M.H.; Lampitt, R.S. Size does not matter after all: No evidence for a size-sinking relationship for marine snow. Prog.
Oceanogr. 2020, 189, 102445. [CrossRef]

90. Bach, L.T.; Boxhammer, T.; Larsen, A.; Hildebrandt, N.; Schulz, K.G.; Riebesell, U. Influence of plankton community structure on
the sinking velocity of marine aggregates. Glob. Biogeochem. Cycles 2016, 30, 1145–1165. [CrossRef]

91. Laurenceau-Cornec, E.C.; Trull, T.W.; Davies, D.M.; de la Rocha, C.L.; Blain, S. Phytoplankton morphology controls on marine
snow sinking velocity. Mar. Ecol. Prog. Ser. 2015, 520, 35–56. [CrossRef]

92. Jouandet, M.-P.; Trull, T.W.; Guidi, L.; Picheral, M.; Ebersbach, F.; Stemmann, L.; Blain, S. Optical imaging of mesopelagic particles
indicates deep carbon flux beneath a natural iron-fertilized bloom in the Southern Ocean. Limnol. Oceanogr. 2011, 56, 1130–1140.
[CrossRef]

93. McDonnell, A.M.P.; Buesseler, K.O. Variability in the average sinking velocity of marine particles. Limnol. Oceanogr. 2010, 55,
2085–2096. [CrossRef]

94. Nowald, N.; Fischer, G.; Ratmeyer, V.; Iversen, M.; Reuter, C.; Wefer, G. In-situ sinking speed measurements of marine snow
aggregates acquired with a settling chamber mounted to the Cherokee ROV. In Proceedings of the IEEE Proceedings OCEANS
2009-Europe, Bremen, Germany, 11–14 May 2009.

95. Pilskaln, C.H.; Lehmann, C.; Paduan, J.B.; Silver, M.W. Spatial and temporal dynamics in marine aggregate abundance, sinking
rate and flux: Monterey Bay, central California. Deep-Sea Res. II 1998, 45, 1803–1837. [CrossRef]

96. Diercks, A.-R.; Asper, V.L. In situ settling speeds of marine snow aggregates below the mixed layer: Black Sea and Gulf of Mexico.
Deep-Sea Res. I 1997, 44, 385–398. [CrossRef]

97. Alldredge, A.L.; Gotschalk, C. In situ settling behavior of marine snow. Limnol. Oceanogr. 1988, 33, 339–351. [CrossRef]
98. Engel, A.; Schartau, M. Influence of transparent exopolymer particles (TEP) on sinking velocity of Nitzschia closterium aggregates.

Mar. Ecol. Prog. Ser. 1999, 182, 69–76. [CrossRef]
99. Maggi, F. The settling velocity of mineral, biomineral, and biological particles and aggregates in water. J. Geophys. Res. Oceans

2013, 118, 2118–2132. [CrossRef]
100. Alldredge, A.L.; Crocker, K.M. Why do sinking mucilage aggregates accumulate in the water column? Sci. Total Environ. 1995,

165, 15–22. [CrossRef]
101. Ahmerkamp, S.; Liu, B.; Kindler, K.; Maerz, J.; Stocker, R.; Kuypers, M.M.M.; Khalili, A. Settling of highly porous and impermeable

particles in linear stratification: Implications for marine aggregates. J. Fluid Mech. 2022, 931, A9. [CrossRef]
102. Bochdansky, A.B.; Clouse, M.A.; Herndl, G.J. Dragon kings of the deep sea: Marine particles deviate markedly from the common

number-size spectrum. Sci. Rep. 2016, 6, 22633. [CrossRef] [PubMed]
103. Kapellos, G.E.; Alexiou, T.S. Modeling momentum and mass transport in cellular biological media: From the molecular to the

tissue scale. In Transport in Biological Media; Academic Press: Amsterdam, The Netherlands, 2013; pp. 1–40.
104. Briggs, N.; Dall’Olmo, G.; Claustre, H. Major role of particle fragmentation in regulating biological sequestration of CO2 by the

oceans. Science 2020, 367, 791–793. [CrossRef] [PubMed]
105. Alonso-González, I.J.; Arístegui, J.; Lee, C.; Sanchez-Vidal, A.; Calafat, A.; Fabrés, J.; Sangrá, P.; Masqué, P.; Hernández-Guerra,

A.; Benítez-Barrios, V. Role of slowly settling particles in the ocean carbon cycle. Geophys. Res. Lett. 2010, 37, L13608. [CrossRef]
106. Riley, J.S.; Sanders, R.; Marsay, C.; le Moigne, F.A.C.; Achterberg, E.P.; Poulton, A.J. The relative contribution of fast and slow

sinking particles to ocean carbon export. Glob. Biogeochem. Cycles 2012, 26, GB1026. [CrossRef]
107. Baker, C.A.; Henson, S.A.; Cavan, E.L.; Giering, S.L.C.; Yool, A.; Gehlen, M.; Belcher, A.; Riley, J.S.; Smith, H.E.K.; Sanders, R.

Slow-sinking particulate organic carbon in the Atlantic Ocean: Magnitude, flux, and potential controls. Glob. Biogeochem. Cycles
2017, 31, 1051–1065. [CrossRef]

http://doi.org/10.1128/AEM.69.6.3036-3047.2003
http://www.ncbi.nlm.nih.gov/pubmed/12788697
http://doi.org/10.1038/ncomms11965
http://doi.org/10.1016/j.scitotenv.2005.09.066
http://doi.org/10.1016/j.advwatres.2006.05.030
http://doi.org/10.1073/pnas.1908512116
http://doi.org/10.1007/s00227-012-1945-2
http://www.ncbi.nlm.nih.gov/pubmed/24391276
http://doi.org/10.1111/1462-2920.14302
http://www.ncbi.nlm.nih.gov/pubmed/30028074
http://doi.org/10.1002/lno.11420
http://doi.org/10.1016/j.pocean.2020.102445
http://doi.org/10.1002/2016GB005372
http://doi.org/10.3354/meps11116
http://doi.org/10.4319/lo.2011.56.3.1130
http://doi.org/10.4319/lo.2010.55.5.2085
http://doi.org/10.1016/S0967-0645(98)80018-0
http://doi.org/10.1016/S0967-0637(96)00104-5
http://doi.org/10.4319/lo.1988.33.3.0339
http://doi.org/10.3354/meps182069
http://doi.org/10.1002/jgrc.20086
http://doi.org/10.1016/0048-9697(95)04539-D
http://doi.org/10.1017/jfm.2021.913
http://doi.org/10.1038/srep22633
http://www.ncbi.nlm.nih.gov/pubmed/26940454
http://doi.org/10.1126/science.aay1790
http://www.ncbi.nlm.nih.gov/pubmed/32054763
http://doi.org/10.1029/2010GL043827
http://doi.org/10.1029/2011GB004085
http://doi.org/10.1002/2017GB005638


Microorganisms 2022, 10, 2020 22 of 22

108. Karthäuser, C.; Ahmerkamp, S.; Marchant, H.K.; Bristow, L.A.; Hauss, H.; Iversen, M.H.; Kiko, R.; Maerz, J.; Lavik, G.; Kuypers,
M.M.M. Small sinking particles control anammox rates in the Peruvian oxygen minimum zone. Nat. Commun. 2021, 12, 3235.
[CrossRef] [PubMed]

109. Giovannoni, S.J. SAR11 bacteria: The most abundant plankton in the oceans. Annu. Rev. Mar. Sci. 2017, 9, 231–255. [CrossRef]
[PubMed]

110. Barbara, G.M.; Mitchell, J.G. Marine bacterial organisation around point-like sources of amino acids. FEMS Microbiol. Ecol. 2003,
43, 99–109. [CrossRef]

111. Grossart, H.-P.; Riemann, L.; Azam, F. Bacterial motility in the sea and its ecological implications. Aquat. Microb. Ecol. 2001, 25,
247–258. [CrossRef]

http://doi.org/10.1038/s41467-021-23340-4
http://www.ncbi.nlm.nih.gov/pubmed/34050175
http://doi.org/10.1146/annurev-marine-010814-015934
http://www.ncbi.nlm.nih.gov/pubmed/27687974
http://doi.org/10.1111/j.1574-6941.2003.tb01049.x
http://doi.org/10.3354/ame025247

	Introduction 
	Materials and Methods 
	Nutrient Transport and Consumption at the Particle Scale 
	Boundary Conditions on the Nutrient Field 
	Flow Field around the Particle 
	Plume Metrics 
	Efficiencies of Dissolution and Degradation 
	Description of the High-Resolution Numerical Scheme 

	Results and Discussion 
	Validation of the Numerical Methodology 
	Fundamental Timescales and Dimensionless Numbers 
	Nutrient Uptake Kinetics, Affinity and Timescale 
	Visualization and Metrics of Plume Quenching 
	Regulation of Plume Formation by Particle-Associated Bacteria 
	Ecological Significance of Nutrient Plume Quenching 
	Further Perspective on Plume Quenching Implications 

	Conclusions 
	References

