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Figure 1: An illustration
of the crowded cytoplasmic
environments. Three types
of filaments that make up
the dynamic network of
proteins in the cytoplasm
are shown : a microtubule,
an intermediate filament,
and two actin filaments
(largest/knobby/smallest).
Freely available illustration
by David S. Goodsell.

Living systems require proper coordination of their inter-
nal processes across their span. In particular, material like
organelles, vesicles and other cellular components, ought to be
transported across cells, oocytes and embryos [1]. A striking
example of the importance of transport is provided by oocytes
(eggs) where proper localization of components of the cyto-
plasm are needed to ensure subsequent development of the
embryo [2]. Transport of cytoplasmic components in small
cells is thought to be controlled by a combination of diffusion
and active force generation. However, orders-of-magnitude es-
timates [3, 4] show that the cell is highly crowded and viscous,
as beautifully illustrated in Fig. 1 by one of Goodsell’s classi-
cal drawings [5]. That organization can hamper transport and
make diffusion (possibly slowed-down to sub-diffusion [6]) alone
unable to ensure cytoplasmic reorganization across larger dis-
tances (hundreds of micrometers). Those distances are typical
of oocytes and syncytial tissues characterized by cytoplasmic
continuity, that is a large mass of cytoplasm not separated into
individual cells and containing many nuclei. A solution that
has emerged from evolution in a broad range of biological in-
stances is cytoplasmic flow, i.e., a continuous circulation of the
cellular cytoplasmic fluid, see, e.g., Refs. [7, 8, 9, 10]. Stream-
ing is encountered in many types of large cells, particularly
in plants and algae, where it was first reported by the abbot
Bonaventura Corti [11], and its source of energy is very often

mediated by active processes such as polymerization and motor protein activity, see, e.g.,
Ref. [12].
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Active processes can trigger large-scale cytoplasmic flow through a variety of molecular
and mechanical embodiments. For instance, the actin cytoskeleton is the main actor in the
peristaltic contractions of the slime mold Physarum polycephalum. The slime mold grows
as a single complex of tubes that can reach more than 30 cm in diameter in a laboratory
setting. Tubes are made of a gel-like outer layer enclosing the cytoplasmic fluid, and the
fluid oscillates back and forth with a period of about 100 s [13]. The dynamics of the
internal fluid is well-described by a Stokes flow with the boundary conditions set by the
time-dependent sections of the tubes [14]. The actomyosin network is also responsible for
the cytoplasmic flow observed in the embryo of Drosophila during its very early stages of
development [15]. Biochemical oscillations driven by the cell cycle and initiated at the
location of nuclei in the embryo spread over clouds of about 50 µm to generate myosin II
gradients close to the cortex. These gradients cause cortical contractions of the gel that
entrain by friction the sol, and generate the cytoplasmic flow in the bulk that are ultimately
responsible for proper positioning of the nuclei along the AP axis [16]. A final example of
actin at work is provided by the segregation of maternal determinants within the zebrafish
oocytes. Extensive streaming leads to the segregation of ooplasm from yolk granules along
the animal-vegetal axis of the oocyte. The process was recently shown to be driven by a bulk
actin polymerization wave traveling from the animal to the vegetal pole of the oocyte, which
yields segregation by both pulling ooplasm animally and pushing yolk granules vegetally [17].

Figure 2: An image from the recom-
mended paper of microtubules near
the surface of Drosophila oocytes.
Orange lines represent the local ori-
entation of microtubules, with length
representing the local degree of mi-
crotubules alignment. The cyto-
plasmic velocity field is shown by
black arrows in a plane 15µm from
the surface for corresponding regions.
The colored arrows are average mi-
crotubules orientation in the corre-
sponding regions. Scale bars are
25µm.

Contrary to the previous examples, the rec-
ommended paper by Dutta et al. considers the
Drosophila oocyte, where streaming has been pro-
posed to spontaneously arise from hydrodynamic in-
teractions among cortically anchored microtubules
loaded with cargo-carrying molecular motors [18].
The cytoplasm of the developing Drosophila oocyte
remains relatively quiescent for the first three days
of oogenesis. Then, when the oocyte reaches the size
of about 150 − 300µm long and 100 − 200µm wide,
large-scale vortical streaming arises with typical speed
of 100 − 400nm/s [19, 20, 21]. This vortex was pro-
posed to be generated by beds of cortically anchored
flexible microtubules serving as tracks for plus-end-
directed Kinesin-1 motor proteins moving free micro-
tubules and other payloads. The recommended pa-
per builds upon previous work [22] where a swirling
instability was identified for a coarse-grained model,
based on an active and deformable porous-medium
model, meant to effectively capture the effects and
fluid-mediated coupling of active and flexible micro-
tubules. The novel advance brought forth by the rec-
ommended paper is to develop a fast, and scalable
numerical approach to investigate fluid-structure in-
teractions of thousands of flexible fibers and demonstrate the robust emergence and evolution
of cell-spanning vortices, which the authors call “twisters”. Specifically, the authors consider
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a set of N ≫ 1 microtubules clamped to the inner surface of a spheroidal cell and model
them as inextensible elastic slender bodies. The cytoplasm is modeled as a passive Newtonian
fluid. Equations for the shape of the microtubules are derived by using slender-body theory
[23], which expresses the balance due to drag forces between elastic and motor forces. The
total flow results from the superposition of the velocities due to the various microtubules,
the backflow and the Stokes flow due to incompressibility and the no-slip condition at the
boundary of the oocyte. The equations are integrated using boundary integral methods
featuring Stokeslet and Stresslet components [24]. The resulting flow near the cell surface is
locally set by the orientation of the microtubules (Fig. 2), and, since the flow is generated by
motors moving along the microtubules, the flow speed increases from the center of the vortex
towards the microtubule bed, then diminishes near the cell surface due to the no-slip bound-
ary condition. Predictions were experimentally tested in live Drosophila oocytes by particle
image velocimetry (PIV) using endogenous particles (yolk granules and other particles) as
flow tracers. As in the aforementioned examples driven by actin, fine-tuning is not required
and physics ensures the robustness of the process : as long as microtubule density and motor
activity are within the wide domain of parameters that corresponds to stable streaming,
self-organization takes care of the rest, establishing a cell-spanning cytoplasmic flow. The
name twisters used by the authors reminds inertia-dominated phenomena, like tornadoes,
whilst their twisters take place at vanishing Reynolds number and involve a precise balance
between active surface driving and viscous dissipation. The functional role of cytoplasmic
flows here is to ensure intracellular transport, namely the uptake of yolk, the main source of
protein in the embryo.

In sum, the paper by Dutta et al. illustrates a beautiful instance of physics coopted by
living systems to perform an essential biological function and I highly recommend their work
to physicists and biologists alike.

References

[1] R.E. Goldstein, J.W. van de Meent. A physical perspective on cytoplasmic streaming.
Interface Focus 5:20150030, 2015.

[2] S. Shamipour, S. Caballero-Mancebo, C.-P. Heisenberg. Cytoplasm’s got moves. Devel-
opmental Cell, 56:213-226, 2021.

[3] K. Luby-Phelps. Cytoarchitecture and physical properties of cytoplasm: volume, viscos-
ity, diffusion, Intracellular Surface Area. International Review of Cytology 192:189-221,
1999.

[4] R. Phillips, J. Kondev, J. Theriot, H. Garcia. Physical Biology of the Cell. Gerland
Science, 2012.

[5] D.S. Goodsell. The Machinery of Life, 2nd edn. New York, NY: Springer, 2009

[6] J.P. Bouchaud, A. Georges. Anomalous diffusion in disordered media: Statistical mech-
anisms, models and physical applications. Phys. Reports, 195:127-293, 1990.

3



[7] S.N. Hird, J.G. White. Cortical and cytoplasmic flow polarity in early embryonic cells of
Caenorhabditis elegans. The Journal of cell biology 121:1343-1355, 1993.

[8] J.B. Glotzer, R. Sarich, M. Glotzer, A. Ephrussi. Cytoplasmic flows localize injected
oskar rna in Drosophila oocytes. Current Biology 7:326-337, 1997.

[9] R.E. Goldstein, I. Tuval, J.W. van de Meent. Microfluidics of cytoplasmic streaming and
its implications for intracellular transport. Proc. Natl Acad. Sci. USA 105:3663-3667,
2008.

[10] K. Yi, J.R. Unruh, M. Deng, B.D. Slaughter, B. Rubinstein, R. Li. Dynamic mainte-
nance of asymmetric meiotic spindle position through arp2/3-complex driven cytoplasmic
streaming in mouse oocytes. Nature Cell Biology 13:1252-1258, 2011.

[11] B. Corti. Osservazioni Microscopiche sulla Tremella e sulla Circolazione del Fluido in
una Pianta Acquajuola. in Lucca, Appresso Giuseppe Rocchi, 1774.

[12] C.P. Brangwynne, F.C. MacKintosh, D.A. Weitz. Force fluctuations and polymerization
dynamics of intracellular microtubules. Proc. Natl. Acad. Sci. USA 104:16128-16133,
2007.

[13] P.A. Stewart, B.T. Stewart. Protoplasmic movement in slime mold plasmodia; the dif-
fusion drag force hypothesis. Exp Cell Res 17:44-58, 1959.

[14] K. Alim, G. Amselem, F. Peaudecerf, M.P. Brenner, A. Pringle Random network
peristalsis in Physarum polycephalum organizes fluid flows across an individual. PNAS
110:13306-13311, 2013.

[15] V.E. Deneke, A. Puliafito, D. Krueger, A.V. Narla, A. De Simone, L. Primo, M. Vergas-
sola, S. De Renzis, S. Di Talia. Self-organized nuclear positioning synchronizes the cell
cycle in Drosophila embryos. Cell, 177:925-941, 2019.

[16] C. Hernández-López, A. Puliafito, Y. Xu, Z. Lu, S. Di Talia, M. Vergassola. Two-fluid
dynamics and micron-thin boundary layers shape cytoplasmic flows in early Drosophila
embryos. bioRxiv 2023.03.16.532979.

[17] S. Shamipour, R. Kardos, S.-L. Xue, B. Hof, E. Hannezo, C.-P. Heisenberg. Bulk actin
dynamics drive phase segregation in Zebrafish oocytes. Cell 177:1463?1479, 2019.

[18] M.E. Quinlan. Cytoplasmic streaming in the Drosophila oocyte. Annual review of cell
and developmental biology 32:173-195, 2016.

[19] H. Gutzeit, R. Koppa. Time-lapse film analysis of cytoplasmic streaming during late
oogenesis of Drosophila. Development 67:101-111, 1982.

[20] C.E. Monteith, M.E. Brunner, I. Djagaeva, A.M. Bielecki, J.M. Deutsch, W.M. Saxton.
A mechanism for cytoplasmic streaming: Kinesin-driven alignment of microtubules and
fast fluid flows. Biophysical Journal 110:2053-2065, 2016.

4



[21] W. Lu, M. Winding, M. Lakonishok, J. Wildonger, V.I. Gelfand. Microtubule-
microtubule sliding by kinesin-1 is essential for normal cytoplasmic streaming in
Drosophila oocytes. Proceedings of the National Academy of Sciences 113:E4995-E5004,
2016.

[22] D.B. Stein, G. De Canio, E. Lauga, M.J. Shelley, R.E. Goldstein. Swirling instability of
the microtubule cytoskeleton. Physical Review Letters 126:028103, 2021.

[23] J.B. Keller, S.I. Rubinow. Slender-body theory for slow viscous flow. Journal of Fluid
Mechanics 75:705-714, 1976.

[24] E. Nazockdast, A. Rahimian, D. Zorin, M.A. Shelley. A fast platform for simulat-
ing semi-flexible fiber suspensions applied to cell mechanics. Journal of Computational
Physics 329:173-209, 2017.

5


