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Cilia perform various functions, including sensing, locomotion, generation of fluid flows
and mass transport, serving to underpin a vast range of biological and ecological processes.
However, analysis of the mass transport typically fails to resolve the near-field dynamics
around individual cilia, and therefore overlooks the intricate role of power/recovery strokes
of ciliary motion. Selvan et al. (2023, Phys. Rev. Fluids 8, 123103) observed that the
flow field due to a point torque (i.e. a rotlet) accurately resolves both the near- and far-
field characteristics of a single cilium’s flow in a semi-infinite domain. In this paper,
we calculate the mass transport between a no-slip boundary and an adjacent fluid, as
a model system for nutrient exchange with ciliated tissues. We develop a Langevin
model in the presence of a point torque (i.e. a single cilium) to examine the nutrient
flux from a localised surface source. This microscopic transport model is validated
using a macroscopic continuum model, which directly solves the advection—diffusion
equation. Our findings reveal that the flow induced by a point torque can enhance the
particles’ transport, depending on their diffusivity and the magnitude of the point torque.
Additionally, the average mass transport affected by a single cilium can be enhanced or
diminished by the presence of an externally imposed linear shear flow, with a strong
dependence on the alignment of the cilium. Taken together, this framework serves as a
useful minimal model for examining the average nutrient exchange between ciliated tissues
and fluid environments.
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1. Introduction

Eukaryotic cilia are found in large numbers across various environments, including
microorganisms, coral reefs, mucociliary layers and fallopian tubes (Smith, Gaffney &
Blake 2008; Shapiro et al. 2014; Pedley, Brumley & Goldstein 2016; Mathijssen
et al. 2016), where they perform a suite of functions such as swimming, feeding and
transportation of dissolved and particulate matter. A great many models have been
employed to capture both the transient and steady-state behaviour of cilia in different
geometric configurations, which vary from detailed descriptions of beating filaments
(Gueron et al. 1997; Elgeti & Gompper 2013; Goldstein et al. 2016) and minimal models
for the associated flows (Vilfan & lJiilicher 2006; Niedermayer, Eckhardt & Lenz 2008;
Brumley et al. 2012, 2014), through to the celebrated envelope, or ‘squirmer’, description
of collective ciliary motion (Lighthill 1952; Blake 1971; Pedley 2016). The latter abstracts
a ciliated surface as a no-slip boundary undergoing small-amplitude deformations, so it
fails to resolve the flow field of individual cilia. On the other hand, by representing the
ciliary tip as a sphere traversing a circular orbit above a no-slip wall, minimal models
can capture the transient flow field generated by the cilium, but this calculation becomes
relatively time-consuming for a large ciliary array. A computationally efficient means of
calculating both near- and far-field ciliary flows was provided recently by Selvan et al.
(2023) who demonstrated that the action of a point torque accurately resolves the total
steady-state flow field of a single cilium.

Ciliary flows routinely transport both particulate and dissolved matter, as well as
microswimmers in a range of model systems, including corals (Shapiro et al. 2014;
Pacherres et al. 2020; Murthy, Picioreanu & Kiihl 2023), volvocine green algae (Short
et al. 2000), starfish larvae (Gilpin, Prakash & Prakash 2017) and airways (Grotberg 1994;
Ramirez-San Juan et al. 2020). In conjunction with ciliary flows, externally imposed
fluid flows also help to transport dissolved and particulate matter, thereby influencing
photosynthesis (Mass et al. 2010), respiration (Patterson, Sebens & Olson 1991; Smith
2006) and reproduction (Kélle et al. 2009; Poon et al. 2023) in different species. Given
the scale of collective transport by ciliary arrays, it is common to consider coarse-grained
flow for the purposes of mass transport, for example using squirmer models, rather than
resolving the flow around individual cilia (Magar, Goto & Pedley 2003; Shapiro et al.
2014; Pacherres et al. 2022; Ahmerkamp et al. 2022). However, the latter is necessary for
understanding the nutrient transport within the ciliary layer, and therefore essential for
overall flux calculations.

In the present study, we utilise the point torque model by Selvan et al. (2023) to swiftly,
but accurately, calculate the fluid flow around an individual cilium and use this to quantify
mass transport around it. This is done by comparing two different models. The first model,
based on Langevin dynamics, assumes that matter is an ensemble of Brownian particles
subject to both deterministic and fluctuating forces, and has been employed widely to
understand, for example, the transport of bacteria, eggs in an oviduct and particles in
porous media (Verdugo et al. 1980; Tartakovsky, Tartakovsky & Meakin 2008; Rusconi,
Guasto & Stocker 2014; Farago & Pontrelli 2020). We also develop a continuum model for
examining the nutrient flux between a no-slip substrate and a surrounding fluid, which
models transport using an advection—diffusion equation. This approach has been used
for investigating mass transport by ciliary flows around corals (Shapiro et al. 2014), the
capture rates of diffusive molecules on a cilium (Hickey, Vilfan & Golestanian 2021) and
convection in the suspension of non-motile bacteria (Dunstan ef al. 2018). We validate
the Langevin model of mass transport in the absence of a background flow using the
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Figure 1. (a) Schematic diagram of the Langevin model for the mass transport from a shallow disk-shaped
source of concentration Cg in the presence of a ciliary flow (i.e. the flow generated by a point torque $2)
and linear shear flow above the rigid wall. (b) The corresponding sketch of the continuum model showing
the regularised torque (i.e. £ = |£2|e,) of radius « (= 0.001d) positioned above the rigid wall inside the box
(I x wp X hp). A circular source of concentration Cy (situated at z = 0) and a planar sink at z = hj, are applied
in this case.

continuum model, and proceed to investigate the mass transport due to a single cilium
in the presence of a linear shear flow using the Langevin model.

The framework of this paper is as follows: in §2 we derive the integral equation
describing the trajectory of a Brownian particle in the presence of both ciliary and
background flows, using the Langevin approach; in §3, we examine the particle
distribution and nutrient transport in the absence of a background flow; in § 4, we extend
this to study the effect of a background linear shear flow on the particle trajectories and
nutrient transport; finally, this is followed by a discussion in § 5.

2. Langevin model

Consider Brownian particles of radius a;, emitted from a disk-shaped source of constant
concentration Cy, radius rg and height iy, which approximates a ciliary patch, in the
presence of a single cilium and a background linear shear flow u;, (figure 1a). The finite
height, 0 < hy < 2ry, is chosen so that a constant concentration boundary condition
can be maintained numerically, but is sufficiently small so as to represent a surface
concentration condition. Following the work of Selvan et al. (2023), we capture the
time-averaged flow u generated by a single cilium using a stationary point torque $2
positioned at x, = (0, 0, d), so that

y 1 |:Eijk’”k €ijk Rk Sik 3RiRk) +6€kj3RiRkR3
l _

“8rp | Re T 2dews (F TR RS
where i, j, ke {1, 2, 3}, r= |r|, r= (rl, r, r3) =(x, y,Z— d), R= (R], Ry, R3) =
(x,y,z+d), R=|R]|, §;j and ¢, are the Kronecker delta and the Levi-Civita symbol,
respectively, and w is the dynamic viscosity of the fluid. Then the dynamics of a Brownian
particle at a point x = (x, y, z) emitted from the source in the presence of u and u; are
given by

].Qj, 2.1)

dx 2kpT
—=u+up+
dr

(). (2.2)

Here, uj, = yze, with y being the shear rate of the background flow and e, denoting the
unit normal vector along the x-axis. The white noise 5 (¢) satisfies the conditions (5(¢)) =0
and (n(t)n(t")) = 8(¢t — t')I, where I is the identity matrix (Ramirez-San Juan et al. 2020).
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The parameters kp and T are the Boltzmann constant and absolute temperature, respec-
tively. Given that the particles could experience additional drag due to the presence of the
wall, the friction tensor f is defined as f = 67 wap[I + (9ap)/(16z(¢))(I + €,e,)], where
¢, and z(t) denote the unit normal vector along the z-axis, and the height of a Brownian
particle above the rigid wall at a given time ¢, respectively. The particle’s radius, ap, and
diffusivity, Dy, are related through the Stokes—Einstein equation, which can be approx-
imated as Do =kpT /(61 uap) (Miller 1924). For a particle that can move by Brownian
motion, and through ciliary and linear shear flows, we impose the reflecting boundary con-
dition on the plane rigid wall (z = 0) and maintain open boundaries in all other directions.

Let us assume that the trajectory of a single particle traverses the following positions
{xo=x(t), x1=x(t1), xo=x(t), ...} in the time steps {tg, t1 =ty + 6t, r =1ty +
26t, ...} with x(fo) = xo being the initial position. The particle trajectory can then be
obtained on each subinterval [#,_1, f,] for n € N using the following equation derived
from (2.2):

2kgT
f

where A (0, 8¢) is a three-dimensional vector whose components are normally distributed
with mean O and variance &f. The numerical integration was performed using the
MATLAB solver odel5s (with the relative tolerance of 10*12); on each subinterval of
length 6¢ we superimpose the particle movement due to the white noise expressed in (2.3)
with its flow-induced movement which is solved for by the numerical integration of (2.2)
without the noise term. We use the same procedure to simulate a system of N, particles
in the source of concentration Co = N;/V, where V = nrszhs is the disk’s volume. If any
particles depart the source during a given time step, they are replaced at random positions
within the disk to maintain the constant concentration boundary condition. Particles that
return to the disk due to either Brownian motion or ciliary advection are also accounted
for in the source; however, the ratio of particles entering to exiting the source is very small
(e. < 1).

tn 1/2
Xn :/ [w(x,, x(1)) + up(x(1))] dt+< ) - N(0, 51), (2.3)

n—1

3. Absence of background flow (y =0)

We start by investigating the effect of ciliary flows on particle transport in the absence
of a linear shear flow (y =0), specifically examining the dependence on both the
particles’ diffusivity and the torque magnitude. We study the transport of large dissolved
molecules in the vicinity of the cilium through to micron-sized particulate matter, which
corresponds to Do~ 0.1 — 2400 wm? s~ ! (Shapiro ef al. 2014; Ramirez-San Juan ef al.
2020). Our reference case is that of |£2| = §£2;, = 0.01 fNm for d =8 pm corresponding
to the eukaryotic cilium (length /. = 12.75 jum; frequency f, = 16.9 s~1) of P. damicornis
obtained using Selvan et al. (2023), where the total steady-state flow field of a cilium was
fitted with the point torque positioned above the rigid wall. Furthermore, the following
parameters remain unchanged throughout our analysis: = 1073 Pas, T =298 K, ry/d =
1/, hy/d =025 and kp =1.38 x 10723 JTK~!. For the assumed parameters, the
contribution to the drag f due to the wall has a negligible effect on the reported results.

3.1. Validation with a continuum model

In order to provide macroscopic validation of the microscopic Langevin model described
in § 2, we introduce a continuum model which solves an advection—diffusion equation in
the presence of ciliary flows. The steady concentration of particles, C*, is obtained from

DoV2C* — (u-V)C* =0, (3.1)
1007 A14-4
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in a box of dimension (I, X wp X hp), with the circular concentration source of radius ry
located at the centre of the bottom face (figure 15), and an absorbing boundary condition
(sink) located at z = hy,.

In contrast to the Langevin model, which requires only one boundary condition on the
plane rigid wall and open boundaries in all other directions, here we require the following
boundary conditions to be imposed along the box surfaces in order to solve (3.1):

acC* Iy Ip ac* wp Wp
=0atx=——, —, =0aty=——, —, (3.2a)
ax 22 dy 22
aC*
3 =0 at z =0 (except at source), (3.2b)
z
C*=kCy atsource, and C* =0 at z = hy, (sink). (3.2¢)

Equations (3.2a) specify zero diffusive flux, but permit advective flux across the side
boundaries. In general, the position of the side boundaries is chosen to be sufficiently
large so that the diffusive flux is negligible. We use I, =10d, w, =10d and hp =
12d throughout our study for particles with diffusivity Dg=0.65um?s~!, and have
determined that increasing the box dimensions further has no bearing on the reported
result. The factor k in (3.2¢) takes into account the different form of the source boundary
condition, which is flat (i.e. imposed at z =0) for the continuum model, but has a
finite volume in the Langevin model. The fluid in the immediate vicinity of a surface
concentration condition would exhibit a slightly lower mean concentration, and thus
representing the boundary condition through a finite volume requires a proportionally
lower seeding density (with factor k).

Notably, the advective flow generated by the point torque in (2.1) is singular at the
point of application. To overcome numerical issues while solving equation (3.1), we
desingularise the velocity field (2.1) using the method of regularisation employed in the
work of Cortez & Varela (2015). A detailed description of this process is given elsewhere
(Cortez 2001; Cortez & Varela 2015; Park, Kim & Lim 2019). Using the same notation as
before, the modified velocity field #* due to the regularised torque is

1 1

ujy = EQ(")Sijk-erk - EQ(R)giijij +d {D?(R)Siﬁgj + Df(R)SaﬂQjRaRi}
—{€4j382jRo0i3 + €;j3R382} H3(R) — 8aj39jRaR3RiD(2p(R) —deg;jx$2j Ry H3(R)
— deijk 2R3 Ry Hy(R) — €15 (22 — $2383) R H3(R) + d”e; 1.2 Ry, (3.3)

where « € {1, 2}; the functions Q, D¢, Dg’ , H3 and Hy are defined as follows (Park
et al. 2019):

00 = S5kc? +2r? D (R) = R? — 2i? D (R) = -3
T8 (r2 4 k2520 1 T A (R2+k2)5/27 T2V T 4 (R 4 12)5/%
Hs(R) = e Ha(R) = s (3.4)
8w (R2 + k2)5/2° 8m(R? +k2)7/2°

and « is the regularisation parameter (i.e. the radius of the ‘blob’) which is assumed to be
very small compared with the reference length scale (here «/d = 0.001).

The regularised velocity expression in (3.3) is used within the advection—diffusion
equation (3.1), which is solved with a customised finite element method via MATLAB’s
solvepde solver (element, tetrahedron; maximum element size, 3.5d; minimum size, 0.17d;
geometric order, quadratic) for the boundary conditions given in (3.2a)—(3.2¢). Since the
velocity decays like 1/r2 from the regularised torque, the advective flux along the side
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(a) Langevin model C/C, (b) Continuum model C*/C,
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Figure 2. Scaled average concentration of particles with diffusivity Dy = 0.65um?s~! in the presence of
ciliary flows of magnitude |$2| = 0.01 fNm calculated using (@) the Langevin model simulated for n§r =350 s
to attain the steady-state distribution (C/Cp) and (b) the continuum model (C*/Cy) with factor k = 1.3 (see
appendix A) for the source concentration of Co = 0.2 wum™>. Lines with arrows indicate the streamlines of the
flow field.

boundaries of the domain is extremely small. However, in the absence of explicit boundary
conditions for the advective term, the solvepde solver does not restrict the advective flux
at these boundaries, instead handling them as open boundaries for advection (Padilla,
Secretan & Leclerc 1997).

An example of a (scaled) concentration profile computed using this model and averaged
over the thickness |y| <rs as

1 Ts
C*(x,z)=2—/ C*(x,y,2)dy, (3.5)

Ts J—rq

is shown in figure 2(b); here, Dy = 0.65 pm? s~ ! and Cop=0.2 pm 3.

In figure 2(a), we show the corresponding average concentration of particles evaluated
using the Langevin model from §2 (in the presence of the ciliary flow only). This
concentration was calculated by dividing the domain of thickness |y| <7y into smaller
boxes of equivalent thickness, i.e. of volume dV =2r; x dx x dz where dx =dz =
0.1d <« d so that the variations in average concentration profile close to the point torque
were resolved. The reported results did not change significantly when taking other values
of dx =dz provided they were much smaller than d. Then in each box, we found the
concentration in the mth time interval [mdt, (m + 1)5t] as C (’”)(x, z) =N, v(m) /dV, where

meZ% and Ns(m) corresponds to the number of particles in the box during that time
interval. Hence, the average concentration profile in each box over time was found as

l n
Cr,)=~3 C"(x ), (3.6)
m=1

where 1t is the total simulation time using the Langevin model. The results in figure 2(a)
can be compared directly with results in figure 2(b). The predictions for the average
concentrations found using the two models agree to within 10% when the factor k = 1.3 is
used (see appendix A for detailed description). The continuum model presented above
serves to validate the results of the Langevin model for particles with a diffusivity
Do =0.65 um?s~!. For other diffusivity values, the lateral size of the box should be
optimised to ensure negligible diffusive flux far from the source. We have displayed one
such result for higher diffusivity (with Do = 1400 um? s~ 1) with an optimised box size in
appendix A. We emphasise here that although the continuum model would be broadly
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Figure 3. Particles from the steady-state distribution and corresponding two-dimensional projection of the
concentration map (a i,b i,c i), along with example trajectories of 10 particles (a ii,b ii,c ii) emitted from
the source. Results are shown for (a) |2| =0 with Do =0.65um2 s~ ! (no-advection), (b) |82| = £2, with
Dy =0.65um? s~ (advection) and (c) || = 2, with Dy = 6.5 um? s~ (advection, larger diffusivity), for
source concentration of Co = 0.2 pm 3.

useful for various ciliary arrangements and flow regimes, the remainder of this paper
utilises exclusively the Langevin model to study ciliary mass transport.

3.2. Particle trajectories and distribution

Next, we investigate how the particles’ trajectories, and their steady-state distributions, are
affected by the ciliary flows and particle diffusivity. The displacement of particles with
diffusivity Do =0.65 jum? s~! exhibits no bias in the x—y plane when the ciliary flow
is absent (i.e. |$2]| =0, no advection, see figure 3a). However, when the cilium generates
a flow, particles are advected along the direction of the flow (figure 3b). Examining the
corresponding trajectories for 10 example particles (figure 3 aii, bii, cii) reveals that the
strong near-field vortical flow circulates particles before they escape by diffusion. This
is comparable to the particle transport in the presence of time-dependent ciliary motion
obtained with the colloidal rotor model (Vilfan & Jiilicher 2006; Selvan et al. 2023), where
the oscillating particles can be trapped in closed loops (appendix D). Further, we have
also examined the current Langevin formulation (2.3) in the presence of ciliary flow at
the limit of zero diffusivity (appendix C), where the noise along the particle trajectories
is negligible. However, increasing the diffusivity, e.g. by a factor of 10 in figure 3(c),
diminishes the downstream bias of the particle distribution due to the relatively larger role
of diffusion. The motion of Brownian particles is evidently controlled by the interplay
between the particle diffusivity and strength of the point torque, encapsulated in a Péclet
number. This is discussed in more detail in the following subsection.

3.3. Nutrient transport

Here, we further investigate the transport of particles of various diffusivities by evaluating
their integrated flux, or current, between the no-slip surface and the bulk fluid. This
quantity is the net emission rate of particles from the source under the influence of both

1007 A14-7
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Figure 4. (a,b) Dimensional current I (defined for 7, = 5 min{z,, t7} when Cp =0.1 umf3) as a function of
particle diffusivity Dy showing the effects of (a) advection due to the point torque and (b) changing the torque
magnitude. (c¢) Scaled current (// CoU.L?) as a function of scaled diffusivity (1/Pe,) for different torque
magnitudes.

advection and diffusion and is used to measure the effect of ciliary flows on mass transport
(Saito 1968; Berg 1993). The current is defined as

I1==%, 3.7)

where N, is the number of particles emitted from the source in a given time 7,. In the
absence of any flows, the diffusion current emanating from a disk-shaped source with
surface concentration, C = Cy, and far-field concentration, C = 0, is directly proportional
to the diffusivity of the particles and the radius of the disk (Berg 1993):

I =4r;CyDy. (3.8)

We plot the current / obtained in Langevin simulations as a function of Dy in figure 4(a).
In the absence of advection (i.e. for |$2]| =0), it is in close agreement with (3.8) and
prediction from the continuum model, i.e.

2 r *
K aC

I = Do/ f 5 |,.—ordrd®f. 3.9
0 0 r

Meanwhile, the interplay between the ciliary flows and Brownian motion results in a
deviation from this linear profile in the presence of advection (i.e. |$2| # 0).

1007 A14-8



https://doi.org/10.1017/jfm.2025.20

https://doi.org/10.1017/jfm.2025.20 Published online by Cambridge University Press

Journal of Fluid Mechanics

(a) (b)
103 T k
100 b eveeeee :g}:f{} /«*"" ...... |_Q‘:,QS -%- |2=50, f
== 182] =342 —-—|2|=3%
-%- |92 =58, // .l 2! ' #
P 7

o | /

0 5000 10000 10! 1 10 102 10° 10* 10°
Per Per

Figure 5. (a) Sherwood number (Sh) as a function of rotlet Péclet number (Pe,) for different torque
magnitudes. (b) Data from (a) shown on a log-log scale, which demonstrates that Sh ~ Pef/ * for Pe, > 1.

For small Dy, the current is enhanced by the presence of a ciliary flow (|£2]| > 0),
which serves to transport particles away from the source. However, at larger values
of Dy, the relative enhancement due to advection diminishes. A comparison with the
time-dependent ciliary motion (appendix D) revealed that the steady rotlet model tends
to slightly underestimate particle current due to the reliance on a time-averaged flow
approximation. Figure 4(b) shows I as a function of Dg for various magnitudes of the
point torque. These results reveal that the current strongly depends on |$2|. The extent of
the deviation from the linear profile of (3.8) is determined by the relative sizes of diffusive,
74, and advective, t,, time scales, discussed in more detail in appendix B. For t; < 1,
diffusion is the dominant transport mechanism, and the current scales as I o< Dy.

The family of curves in figure 4(b) can be readily rescaled using the rotlet Péclet
number,

= Do (3.10)
where U, and L are the characteristic advection velocity and length scales, respectively
(see appendix B). Plotting these data after rescaling in figure 4(c) shows that the current
remains unchanged as a function of the scaled diffusivity for different point torque
magnitudes. Furthermore, the transition from the nonlinear to the linear profile occurs
around Pe, = 1, where the ciliary advection balances diffusion. To investigate the relative
influence of advection compared with diffusion in the observed mass transport, we utilised
the Sherwood number (Friedlander 1957; Acrivos & Taylor 1962; Magar et al. 2003),

1
h=—,
CoDoL

which measures the ratio of the particle current, I, to the diffusion rate, CoDoL. This is
plotted as a function of Pe, in figure 5(a), with the corresponding log—log plot shown in
figure 5(b). In the limit of high rotlet Péclet number, we observe a scaling of Sh ~ Pe;’*,
which suggests that the relative effect of diffusion diminishes with increasing Pe;. The
rate of this decrease is higher compared with other flows reported in the literature, e.g.
around a no-slip cylinder for which the exponent of Sk versus Pe, is 1/3 (Friedlander
1957). Taken together, our results imply that nutrient transport by an individual cilium can

be characterised using the rotlet Péclet number.

(3.11)

1007 A14-9
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Figure 6. Representative trajectories of 10 particles with diffusivity Dy =0.65 um?s~! (a i,b i) and the
corresponding flow field due to both ciliary and external flows (a ii,b ii). Results are shown for (a) £ = ¢,
and (b) £ = —$2,é, and the external shear flow with y =0.5 s~ 1. The black and red arrows in (a i,b i) plots
indicate the direction of linear shear and ciliary flows, respectively. The black lines with arrows in (a ii,b ii) are
the streamlines of the flow field.

4. Presence of background flow (y # 0)
4.1. Particle trajectories

In this section, we investigate mass transport in the presence of both a ciliary flow and
an externally imposed linear shear flow. We start by focusing on the effect of ciliary
orientation on the trajectories of particles with low diffusivity (i.e. Dy = 0.65 umz s,
Figure 6 shows particle trajectories in the presence of ciliary flows with two different
orientations, 2 = +|£2|e,. There is a significant qualitative difference in the trajectories
of particles, depending on the orientation of the model cilium. When the external flow
coincides with the far-field flow direction of ciliary beating (2 = |£2|e,, figure 6a), the
reverse flow generated by the cilium near the source traps the emitted particles in closed
loops, before they ‘escape’ due to diffusion. Conversely, for the cilium with opposite
orientation to the external flow direction (2 = —|£2]e,, figure 6b), source particles are
immediately swept downstream by the external flow due to the constructive nature of both
ciliary and external flows close to the source. In appendix D we show that when time-
dependent ciliary motion is accounted for, particles oscillate in the near-field, but are still
trapped within closed loops characterised by the same length scales as in figure 6, which
results in the same average distribution of particles.

4.2. Nutrient transport

We now explore the nutrient transport due to ciliary flows in the presence of a background
flow by computing the current as defined in (3.7). In figure 7(a—c), we plot I as a function
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Figure 7. Particle current [ as a function of Dy showing the effect of (a) advection due to both ciliary (2 =
£2,¢éy) and background flow, and (b,c) shear rate for different torque magnitudes and orientations. (d) Scaled
current (I/CoU,L?) as a function of scaled diffusivity (1/Pe) for different torque magnitudes and orientations
and for different shear rates. (e¢) The same data as in (d) but focusing on the limit of 1/Pe — 0 to show the
effect of ciliary orientation in the presence of background flow. The remaining parameters are the same as in
§3.1.

of diffusivity Dy for different strengths of advection due to ciliary (£2 = §2,€,) and exter-
nal flows. As shown in figure 7(a), when the external flow is non-zero (y # 0), the current
still varies linearly with Dy for sufficiently large diffusivity (diffusive region), but the
relationship between the two is otherwise nonlinear (advective region). Compared with the
analogous case of no external flow (i.e. y = 0), the emission of nutrients increases consid-
erably in the latter region. In addition to this observation, we also observed that the current
measured in time-dependent ciliary motion for the external flow with low shear rate tends
to slightly overestimate the current calculated using the steady rotlet model (appendix D).

In figures 7(b) and 7(c), we study the effect of shear rate on the current / as a function of
Dy for different torque magnitudes and orientations. When the shear rate is increased, the
current also increases for both torque magnitudes considered, |2| = §2; and |$2| = 552;.
By contrast, the change in the ciliary orientation compared with the external flow appears
not to affect the nutrient transport for the range of diffusivities considered here, though a
closer examination of the region of small diffusivity suggests a more interesting picture
(see below). To probe this further, we scale the family of curves in figures 7(b) and 7(c) as
in § 3.3, but using the total (or ‘effective’) Péclet number

UL
Pe=

Do

where Pe, =U,L/Dy and Pey, =U,L/Dy are the rotlet and shear Péclet numbers,

respectively; U, and U, are the average velocity experienced by the particles in the

presence of ciliary and external flows, respectively (see B2). When rescaled, all data align

well irrespective of the shear rate, ciliary orientation and torque magnitudes, as shown in
figure 7(d). This effective Péclet number is not the only control parameter that governs the
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current across all flow conditions, because the structure of, and therefore transport by, the
external shear and rotlet flows are fundamentally different. However, we have examined
the particle current as the relative contributions of Pe, and Pey are varied for fixed total
Pe, and found that it does not depend strongly on the composition of Pe. In varying 1/ Pe
from 0.1 to 1.5, the scaled particle current varied by a factor of ~10. However, for each
value of 1/Pe, we found that varying the relative proportion of Pe, and Pej resulted
in just ~1 % difference in the scaled particle current. This suggests that Pe adequately
characterises the total effect of flow relative to diffusion.

We now return to the effect of orientation on the less diffusive particles by examining
the scaled current when 1/Pe — 0 (see figure 7¢). When the far-field flow from the point
torque is aligned with the external flow (solid line), the particle emission rate is diminished
due to competition between the ciliary and external flows near the no-slip boundary.
Conversely, for the point torque oriented so that its far-field flow opposes the external
shear (red dash—dot line), the particle emission rate increases linearly with the shear rate
due to the superposition of ciliary and external flows around the source. Increasing 1/ Pe
weakens the importance of the orientation.

5. Discussion

We have explored the mass transport of ciliary flows which are modelled using a rotlet.
We employ the Langevin model of mass transport to calculate the movement of particulate
matter, which is emitted from a disk-shaped source positioned below the point torque.
We validate the Langevin model with a continuum description, by solving the advection—
diffusion equation in the absence of an external flow. In this case, we observe that ciliary
beating results in a pronounced enhancement in the nutrient current for sufficiently small
particle diffusivity (i.e. high Péclet number).

In the presence of an externally imposed linear shear flow, the ciliary orientation plays
a crucial role in governing particle transport, whenever the ciliary flow is relatively strong
compared with the external flow and Brownian noise. When the external flow coincides
with the direction of ciliary pumping, the particles tend to become trapped in a closed loop
before being released due to diffusion. In such cases, the particle emission rate decreases
due to the trade-off between the strengths of ciliary and external flows. For ciliary and
external flows that oppose one another, the superposed flow leads to downstream particle
release, which, in turn, increases the particle emission rate.

Importantly, these findings reveal that average transport of dissolved or particle matter
is driven by the flows within the typical ciliary length scale — and therefore associated
with the recovery stroke of a cilium — rather than the far-field characteristics of the
ciliary beating. This result hinges on being able to resolve the near-field ciliary flows.
Our model is therefore expected to find utility in applications involving ciliary carpets,
in which heterogeneity of ciliary alignment can further enhance the three-dimensional
mixing effects. Patches of cilia with the same orientation could be modelled by increasing
torque strengths, which requires further research into the relationship between torque
magnitudes, the ciliary beating strength and the number of cilia within patches. Such work
is on its way.

Lastly, we note that although this work has focused on the transport of nutrients away
from a no-slip substrate — for example modelling transport of excess oxygen away from a
coral surface — this framework could also be adapted to consider nutrient uptake by the
surface by reversing role of the source and sink (Masoud & Stone 2019) together with the
flow velocities, and noting the symmetry of the configuration.
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Appendix A. Factor ‘%’

The source geometries used in the Langevin and continuum models are slightly different.
To compensate for this, we introduce a factor in the source boundary condition of
the continuum model, see (3.2¢). For the reference case shown in figure 2, the largest
concentration of particles was in the region of interest x € [—3d /2, 6d] and z € [0, 2d].
In this region, we compare the average absolute difference in the average concentration
profiles obtained using the two models

1
(AC)==)"|C*-C]|, (A1)
p p

where p is the number of grid points in the region of interest. When k = 1.3, (AC) attains
the minimum value as shown in figure 8(a), resulting in less than 10 % difference in the
average particle concentration obtained using the two models that were quoted in § 3.1. The
favourable comparison is also demonstrated in figure 8(b), which plots the corresponding
heat map of the absolute difference, AC = |C* — C|, when k = 1.3.

Finally, we also compare the two models for larger values of particle diffusivity,
Do = 1400 wm? s~!, under the influence of flow generated by the torque of magnitude
|$2| =582, still using k = 1.3. The box dimensions along lateral directions are fixed as
I =30d and wy, =30d to ensure that the diffusive flux becomes negligible, while the
height is maintained as h;, = 12d. The corresponding concentration maps are plotted in
figures 9(a) and 9(b), respectively, and result in less than 10 % disagreement as shown in
figure 9(c) where we plot the absolute difference in the average particle concentrations.

(a) ®) ,
AC
0.10 0.2
——D=0.65um’s & 2| =R, z/d |
---D=1400 um? s & |2| =582, 0.1
0
~ 0
2
0.05}
he c/c,
1.0
0.5
0.01
0.5 1.0 1.5 2.0 0

k=C"/Cp

Figure 8. (a) Average absolute difference (AC) as a function of & for the particles discussed in § 3.1. The red
cross indicates the minimum (AC) attained. (b) The corresponding absolute difference in the average particle
concentration obtained using the two models when k = 1.3. (¢) The near-field average concentration of particles
(scaled by Cp) computed using the Langevin model for parameters from § 3.1. Blue lines with arrows denote
the flow streamlines, and the annular region R discussed in appendix B is marked with black solid lines.
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Figure 9. Scaled average concentration of particles with diffusivity Dy = 1400 um? s~! in the presence of
ciliary flows of magnitude |$2| = 5£2; calculated for the source concentration of Co=0.2 um_3 using (a)
the Langevin model that was simulated for ndr =70 s to attain the steady-state particle distribution (C/Cop)
and (b) the continuum model (C*/Cp) using k = 1.3. Lines with arrows indicate the streamlines of the flow
field. (¢) The corresponding absolute difference in the average particle concentration AC computed using the
models.

This illustrates that the level of agreement between the models is similar for all values of
particle diffusivity and torque used in § 3. While k = 1.3 has proven effective for the highly
diffusive particles (Dy = 1400 pwm? s~ 1) under large torque magnitude (|2 = 552;), the
optimal value of k differs slightly as shown in figure 8(a). The optimal value of k depends
on the dimension of the source in the Langevin model, particle diffusivity and torque
magnitudes. However, we emphasise that there is little difference between the optimal
values of k shown in figure 8(a), and note that the continuum model is only used here
to compare with the Langevin model. The latter approach is used for all subsequent
calculations and conclusions.

Appendix B. Characteristic scales

Here, we define the characteristic scales of the mass transport due to a single
cilium. Consider the near-field average concentration of particles with diffusivity Do =
0.65 um?s~! in the presence of ciliary flows shown in figure 8(c). These data were
obtained from the Langevin model as discussed in §3.1. It suggests that on average,
the particles are advected along the vortex within the annular region, R = {(x, 0, 2)|r =
Vx%2 4+ (z —d)?,2d/5 <r < d}. Hence, we choose the characteristic length and velocity
scales of advection as the vortex length and the average velocity experienced by the
particles due to the cilium in the annular region R,

0.4352| 2|
wL?

respectively. In the presence of external linear shear flow, the characteristic velocity scale
is modified by the combined effect of ciliary motion and external shear,

043522
wL? Y

From this, the advection time scale is given as 7, = L/U,. On the other hand, the time
taken to traverse the same vortex length L = 24 in the absence of advection is given by the
diffusive time scale, 7; = L? / Do. In figure 8(c), the flow due to the point torque (d = 8 pm
and || = £2y) transports the particles with the characteristic velocity U, ~ 16 pms~! in
the vortex of length L = 16 wm. The results of the Langevin model were obtained using

8t = min{z,, t7}/100.
1007 A14-14
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Figure 10. Example trajectories of 10 particles emitted from the source are shown for (@) Dp = 0.25 pm?s~",
(b) Do=0.025 pm?s~! and (¢) Do=0.0025um?s~! with |£2| =2, for source concentration of Co=

0.2 pm=3.

Appendix C. Transition to non-diffusive tracers (Do — 0)

In this section, we examine the effect of modifying the Brownian particles’ diffusivity from
a finite value (Dg > 0), towards zero. Figure 10 displays example trajectories of particles,
calculated using the Langevin formulation in the presence of ciliary flow, for several values
of decreasing particle diffusivity. Unsurprisingly, for extremely small diffusivity — e.g.
D =0.0025 um? s~! as shown in figure 10(c) — the trajectories executed by the particles
deviate only very slightly from the streamlines associated with the ciliary flow (Selvan
et al. 2023). This recirculation of particles is carefully considered when calculating the net
emission rate from the source at the surface.

Appendix D. Predicting particle transport using the colloidal rotor model

Here we use the colloidal rotor (or ‘minimal’) model, which captures the transient flow
field of the single cilium, to predict the particle mass transport. Following Vilfan &
Jilicher (2006); Selvan et al. (2023), we model the ciliary tip as a sphere of radius a
translating with constant angular velocity w in a circular trajectory of radius rp, whose
centre is positioned at the distance /& above the rigid wall (see figure 11a). Hence, the
evolution of Brownian particle position x = (x, y, z) due to time-dependent ciliary #* and
background linear flows u;, is given by

e e L (D1)
—=u u . R
- AR

where the fluid velocity generated by the transient sphere located at X ()=
(x5(2), ys (1), 25 (1)) = (ro cos wt, 0, h — ro sin wt) is

1
u;:%S,](X(Z‘), x)F](t)’ (D2)

and

5; rnirj (& RiR;
Sij(x(;),x)z%Jrr,r]_(lJr i ]>

B \R ' R
0 [(zs(OR; 33  RiR3
2z, p; — — | = , D3
+ 2z,( )ij3 [aRk ( R3 [R + R3 :|)] (D3)
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Figure 11. (a) Diagram of the Langevin model of mass transport when the ciliary flow is modelled using a
colloidal rotor. (a—c) Typical trajectories of 10 particles with diffusivity Do =0.65 wm?s~! in the presence
of ciliary and external flows. Results are shown for (b) clockwise ciliary orientation and y =0, (c¢) clockwise
ciliary orientation and y = 0.5 s~!, and (d) anticlockwise ciliary orientation and y = 0.5 s~!. As before, the
black and red arrows indicate the direction of linear shear and ciliary flows, respectively.

with r=(r1,r2,r3) = (x —x5(t), y — y5(1), 2 — 25(1)), R=(R1, Ra, R3) = (x — x,(1),
Yy = ys(t), 2+ 25(t)), pjk3 =8 jadak — 8383, and the force exerted on fluid by the sphere
is Fj(t) =6mpa(djr + %(Sﬂ + 8,~3))X,/((t). All other notation is the same as in § 2.

In our simulation, we used the following parameters for the colloidal rotor model: a =
3um, ro=3pum, 2 =6 um and w =2 f,; they have been optimised for the eukaryotic
cilium of P. damicornis (Shapiro et al. 2014; Selvan et al. 2023). We investigate the effect
of time-dependent ciliary and external linear shear flows on the trajectories of particles
with diffusivity Do =0.65um?s~! by plotting 10 representative particle trajectories in
figure 11(b—d). Particles oscillate along individual trajectories, but their average behaviour
is akin to that predicted using the steady rotlet model. When the external flow is zero
(y = 0), the particles emitted from the source follow oscillatory trajectories forming closed
loops due to the time-dependent ciliary motion, only escaping due to diffusion (figure 115).
When the direction of far-field ciliary flow and the external flow of strength y =0.5 s~!
coincide (figure 11c), the recovery stroke generated by the cilium traps particles in closed
loops before they are released due to both diffusion and external flow. By contrast, when
the shear flow of strength  =0.5 s~! has the opposite direction to the far-field ciliary
flow (figure 11d), particles are advected downstream due to flow superposition.

While there is a qualitative resemblance between the time-averaged rotlet (figure 6) and
the time-dependent colloidal rotor (figures 11¢ and 11d) models, we proceed to quantify
the particle currents across a range of input parameters and external flow strengths. We
measure the particle current, 7, as a function of diffusivity, Dy, for various shear rates as
shown in figure 12. In the absence of external shear (figure 12a), the particles with higher
diffusivity are more likely to escape during one period of a sphere as compared with
particles with lower diffusivity. This slightly overestimates the particle current compared
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Figure 12. Particle current / (defined for T, = 5 min{20/f,, 74} when Cy = 0.1 um™?) as a function of Dy for
clockwise ciliary orientation comparing the time-averaged rotlet and time-dependent colloidal rotor models for
different values of shear rate (@) y =0, (b) y =0.5 s7L (o) y=1 s~!and (d) y=3 s~L

with the rotlet model due to the time-averaged approximation of ciliary flow. When
external shear is present (figure 12b—d), a larger emission of particles during one period
of the sphere is observed, particularly at lower shear rates. As the shear rate increases,
particles are predominantly advected by the external flow, resulting in closer agreement in
the particle current profiles between the time-averaged and time-dependent flow models.
Taken together, these results demonstrate that the steady (rotlet) model captures the key
features of nutrient transport by unsteady flows across a range of different flow conditions
and particle diffusivities.

REFERENCES

ACRIVOS, A. & TAYLOR, T.D. 1962 Heat and mass transfer from single spheres in stokes flow. Phys. Fluids
5 (4), 387-394.

AHMERKAMP, S., JALALUDDIN, F.M., Cul, Y., BRUMLEY, D.R., PACHERRES, C.O., BERG, J.S.,
STOCKER, R., KUYPERS, M.M., KOREN, K. & BEHRENDT, L. 2022 Simultaneous visualization of flow
fields and oxygen concentrations to unravel transport and metabolic processes in biological systems. Cell
Rep. Methods 2 (5), 100216.

BERG, H.C. 1993 Random Walks in Biology. Princeton University Press.

BLAKE, J.R. 1971 A spherical envelope approach to ciliary propulsion. J. Fluid Mech. 46 (1), 199-208.
BRUMLEY, D.R., POLIN, M., PEDLEY, T.J. & GOLDSTEIN, R.E. 2012 Hydrodynamic synchronization and
metachronal waves on the surface of the colonial alga Volvox carteri. Phys. Rev. Lett. 109 (26), 268102.
BRUMLEY, D.R., WAN, K.Y., POLIN, M. & GOLDSTEIN, R.E. 2014 Flagellar synchronization through direct

hydrodynamic interactions. eLife 3, €02750.

CORTEZ, R. 2001 The method of regularized stokeslets. SIAM J. Sci. Comput. 23 (4), 1204-1225.

1007 A14-17


https://doi.org/10.1017/jfm.2025.20

https://doi.org/10.1017/jfm.2025.20 Published online by Cambridge University Press

S.A. Selvan, PW. Duck, D. Pihler-Puzovi¢ and D.R. Brumley

CORTEZ, R. & VARELA, D. 2015 A general system of images for regularized stokeslets and other elements
near a plane wall. J. Comput. Phys. 285, 41-54.

DUNSTAN, J., LEE, K.J., HWANG, Y., PARK, S.F. & GOLDSTEIN, R.E. 2018 Evaporation-driven convective
flows in suspensions of nonmotile bacteria. Phys. Rev. Fluids 3 (12), 123102.

ELGETI, J. & GOMPPER, G. 2013 Emergence of metachronal waves in cilia arrays. Proc. Natl. Acad. Sci. USA
110 (12), 4470-4475.

FARAGO, O. & PONTRELLI, G. 2020 A Langevin dynamics approach for multi-layer mass transfer problems.
Comput. Biol. Med. 124, 103932.

FRIEDLANDER, S.K. 1957 Mass and heat transfer to single spheres and cylinders at low Reynolds numbers.
AIChE J. 3 (1), 43-48.

GILPIN, W., PRAKASH, V.N. & PRAKASH, M. 2017 Vortex arrays and ciliary tangles underlie the feeding—
swimming trade-off in starfish larvae. Nat. Phys. 13 (4), 380-386.

GOLDSTEIN, R.E., LAUGA, E., PESCI, A.I. & PROCTOR, M.R. 2016 Elastohydrodynamic synchronization of
adjacent beating flagella. Phys. Rev. Fluids 1 (7), 073201.

GROTBERG, J.B. 1994 Pulmonary flow and transport phenomena. Annu. Rev. Fluid Mech. 26 (1), 529-571.

GUERON, S., LEVIT-GUREVICH, K., LIRON, N. & BLUM, J.J. 1997 Cilia internal mechanism and
metachronal coordination as the result of hydrodynamical coupling. Proc. Natl. Acad. Sci. USA 94 (12),
6001-6006.

HICKEY, D., VILFAN, A. & GOLESTANIAN, R. 2021 Ciliary chemosensitivity is enhanced by cilium geometry
and motility. Elife 10, e66322.

KOLLE, S., DUBIELZIG, S., REESE, S., WEHREND, A., KONIG, P. & KUMMER, W. 2009 Ciliary transport,
gamete interaction, and effects of the early embryo in the oviduct: ex vivo analyses using a new digital
videomicroscopic system in the cow. Biol. Reprod. 81 (2), 267-274.

LIGHTHILL, M.J. 1952 On the squirming motion of nearly spherical deformable bodies through liquids at very
small reynolds numbers. Commun. Pure Appl. Maths. 5 (2), 109-118.

MAGAR, V., GoTo, T. & PEDLEY, T.J. 2003 Nutrient uptake by a self-propelled steady squirmer. J. Mech.
Appl. Maths 56 (1), 65-91.

MaAsouD, H. & STONE, H.A. 2019 The reciprocal theorem in fluid dynamics and transport phenomena. J.
Fluid Mech. 879, P1.

Mass, T., GENIN, A., SHAVIT, U., GRINSTEIN, M. & TCHERNOV, D. 2010 Flow enhances photosynthesis
in marine benthic autotrophs by increasing the efflux of oxygen from the organism to the water. Proc. Natl.
Acad. Sci. USA 107 (6), 2527-2531.

MATHIJSSEN, A.J., DOOSTMOHAMMADI, A., YEOMANS, J.M. & SHENDRUK, T.N. 2016 Hydrodynamics
of micro-swimmers in films. J. Fluid Mech. 806, 35-70.

MILLER, C.C. 1924 The Stokes—Einstein law for diffusion in solution. Proc. R. Soc. Lond. Ser. A-Contain.
Pap. Math. Phys. Character 106 (740), 724-749.

MURTHY, S., PICIOREANU, C. & KUHL, M. 2023 Modeling the radiative, thermal and chemical
microenvironment of 3D scanned corals. Front. Mar. Sci. 10, 1160208.

NIEDERMAYER, T., ECKHARDT, B. & LENZ, P. 2008 Synchronization, phase locking, and metachronal wave
formation in ciliary chains. Chaos 18 (3), 37128.

PACHERRES, C.0O., AHMERKAMP, S., KOREN, K., RICHTER, C. & HOLTAPPELS, M. 2022 Ciliary flows in
corals ventilate target areas of high photosynthetic oxygen production. Curr. Biol. 32 (19), 4150-4158.

PACHERRES, C.0O., AHMERKAMP, S., SCHMIDT-GRIEB, G.M., HOLTAPPELS, M. & RICHTER, C. 2020
Ciliary vortex flows and oxygen dynamics in the coral boundary layer. Sci. Rep. 10 (1), 1-10.

PADILLA, F., SECRETAN, Y. & LECLERC, M. 1997 On open boundaries in the finite element approximation
of two-dimensional advection—diffusion flows. In#l J. Numer. Meth. Engng 40 (13), 2493-2516.

PARK, Y., KIM, Y. & LM, S. 2019 Flagellated bacteria swim in circles near a rigid wall. Phys. Rev. E 100 (6),
063112.

PATTERSON, M.R., SEBENS, K.P. & OLSON, R.R. 1991 In situ measurements of flow effects on primary
production and dark respiration in reef corals. Limnol. Oceanogr. 36 (5), 936-948.

PEDLEY, T.J. 2016 Spherical squirmers: models for swimming micro-organisms. IMA J. Appl. Maths 81 (3),
488-521.

PEDLEY, T.J., BRUMLEY, D.R. & GOLDSTEIN, R.E. 2016 Squirmers with swirl: a model for Volvox
swimming. J. Fluid Mech. 798, 165-186.

PooN, R.N., WESTWOOD, T.A., LAEVERENZ-SCHLOGELHOFER, H., BRODRICK, E., CRAGGS, J.,
KEAVENY, E.E., JEKELY, G. & WAN, K.Y. 2023 Ciliary propulsion and metachronal coordination in
reef coral larvae. Phys. Rev. Res. 5 (4), L042037.

1007 A14-18


https://doi.org/10.1017/jfm.2025.20

https://doi.org/10.1017/jfm.2025.20 Published online by Cambridge University Press

Journal of Fluid Mechanics

RAMIREZ-SAN JUAN, G.R., MATHIUSSEN, A.J.T.M., HE, M., JAN, L., MARSHALL, W. & PRAKASH, M.
2020 Multi-scale spatial heterogeneity enhances particle clearance in airway ciliary arrays. Nat. Phys. 16
(9), 958-964.

RuUscoNI, R., GUASTO, J.S. & STOCKER, R. 2014 Bacterial transport suppressed by fluid shear. Nat. Phys.
10 (3), 212-217.

SAITO, Y. 1968 A theoretical study on the diffusion current at the stationary electrodes of circular and narrow
band types. Rev. Polarogr. 15 (6), 177-187.

SELVAN, S.A., DUCK, P.W., PIHLER-PUZOVIC, D. & BRUMLEY, D.R. 2023 Point torque representations of
ciliary flows. Phys. Rev. Fluids 8 (12), 123103.

SHAPIRO, O.H., FERNANDEZ, V.I., GARREN, M., GUASTO, J.S., DEBAILLON-VESQUE, F.P.,
KRAMARSKY-WINTER, E., VARDI, A. & STOCKER, R. 2014 Vortical ciliary flows actively enhance mass
transport in reef corals. Proc. Natl. Acad. Sci. 111 (37), 13391-13396.

SHORT, M.B., SOLARI, C.A., GANGULY, S., POWERS, T.R., KESSLER, J.O. & GOLDSTEIN, R.E. 2006
Flows driven by flagella of multicellular organisms enhance long-range molecular transport. Proc. Natl.
Acad. Sci. USA 103 (22), 8315-8319.

SMITH, D.J. 2006 Modelling muco-ciliary transport in the lung. PhD thesis, University of Birmingham.

SMITH, D.J., GAFFNEY, E.A. & BLAKE, J.R. 2008 Modelling mucociliary clearance. Respir. Physiol.
Neurobiol. 163 (1-3), 178-188.

TARTAKOVSKY, A.M., TARTAKOVSKY, D.M. & MEAKIN, P. 2008 Stochastic Langevin model for flow and
transport in porous media. Phys. Rev. Lett. 101 (4), 044502.

VERDUGO, P., LEE, W.I., HALBERT, S.A., BLANDAU, R.J. & TAM, P.Y. 1980 A stochastic model for
oviductal egg transport. Biophys. J. 29 (2), 257-270.

VILFAN, A. & JULICHER, F. 2006 Hydrodynamic flow patterns and synchronization of beating cilia. Phys.
Rev. Lett. 96 (5), 058102.

1007 A14-19


https://doi.org/10.1017/jfm.2025.20

	1. Introduction
	2. Langevin model
	3. Absence of background flow ("026E30F dot "026E30F gamma =0)
	3.1. Validation with a continuum model
	3.2. Particle trajectories and distribution
	3.3. Nutrient transport

	4. Presence of background flow ("026E30F dot "026E30F gamma "026E30F neq 0)
	4.1. Particle trajectories
	4.2. Nutrient transport

	5. Discussion
	References

