


Despite the large variation in size, mass,
wing kinematics, and wing morphology among
flapping-wing fliers, they all experience the same
type of passive aerodynamic damping, termed
flapping countertorque and flapping counter-
force (22), and thus their flight dynamics share
similar characteristics (19). We can thus use the
robot to study maneuver dynamics and control
in a wide range of flying animals, from hum-
mingbirds to tiny two-winged fruit flies. To dem-
onstrate this potential for animal flight research,
we programmed the robot to mimic the rapid
banked turns observed in fruit flies when evading
predators (movie S7) (3).
It has been hypothesized that these evasive

maneuvers consist of two distinct phases (3, 5).
The first phase is simply a feedforward program
triggered by the visually detected threat, whereby
the fly produces a combined roll and pitch rota-
tion, with the ratio of pitch rate to roll rate (q/p)
defining the turn angle. The second recovery
phase is controlled using sensory feedback pro-

vided by the halteres. It has also been hypothe-
sized that fruit flies do not control body yaw
throughout the evasive maneuver, but instead
control for the sideslip caused by the maneuver
after the turn, possibly by using much slower
visual feedback (3, 5, 9).
We tested these two hypotheses by reproduc-

ing a range of evasivemaneuvers described in fruit
flies. These maneuvers were preprogrammed and
fully autonomous to ensure that the control inputs
were always the same. The initial phase of a ma-
neuver was controlled using an open-loop com-
bination of pitch and roll torque commands (18).
For the recovery phase, we used feedback control of
roll and pitch, whereas yaw control was turned off.
In our first set of experiments, we performed

two evasive maneuvers initiated with different
q/p values (measured at the end of the open-
loop phase), the first dominated by rolling (q/p =
0.52; Fig. 2A and fig. S15), and the second domi-
nated by pitching (q/p = 1.67; Fig. 2C and fig. S16).
Despite substantial differences between our four-

winged robot and the much smaller two-winged
fruit fly, the robotic maneuvers resembled those
observed in fruit flies remarkably well (Fig. 2, A
to D, and movies S8 and S9). To enable quanti-
tative comparison of the fruit fly and robot ma-
neuvers, we normalized distances by wing length
and time according to wingbeat-cycle period
(flies) and half-wingbeat-cycle period (robot) (figs.
S17 and S18) (18) and determined the Pearson
correlation coefficient cr and normalized root
mean square error (RMSE) between the normal-
ized robot and fruit fly data (table S5). For both
maneuvers (Fig. 2, A to D), we found high cor-
relations and low RMSE (table S5), further high-
lighting the similarity.
Detailed analysis of a 90° turn initiated with

94% of the maximal pitch torque and 74% of the
maximal roll torque (q/p= 0.54) (Fig. 2, E to I, fig.
S19, andmovie S10) shows that at the apex of the
turn, an extreme body attitude of ~100° in roll is
reached, which is comparable to the equivalent
attitudes observed in fruit flies (Fig. 2B) (3). In
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Fig. 1. An insect-inspired free-flying robotic platform is controlled
through its two pairs of independently flapping wings. (A) Description
of the robot’s components. (B to D) High-speed camera frames capturing the
robot in hover (B), forward flight (C), and sideways flight (D), from movies S1
to S3, respectively. (E to G) Details of the robot design: (E) the wing root
adjustment mechanism for yaw torque control, (F) the dihedral control

mechanism for pitch torque control, and (G) the flapping mechanism (of
the left wing pair), used for thrust and roll torque control. (H to J) Wing
actuation and aerodynamic forces and torques during yaw control (H), pitch
control (I), and roll control (J). Magenta arrows show actuation action, gray
arrows show the nominal wingbeat-average aerodynamic thrust vectors, and
red arrows show wingbeat-average thrust and torques after control actuation.
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the subsequent feedback phase, the transition
between the positive and negative acceleration
peaks (difference of 9000° s–2) took fewer than
three wingbeats (~0.18 s) while closely following
the wing actuation that generates the body-
accelerating torques (Fig. 2, G to I).
These results confirm that a rapid banked turn

can be successfully achieved with an open-loop
maneuver initiation and closed-loop recovery.
Hence, they support the hypothesis that the re-
covery phase of the evasivemaneuver in fruit flies

is also controlled using a PI-like roll and pitch
control system, whereby halteres might provide
the sensory input (3, 5).
To systematically test the relation between

q/p and turn angle, we performed evasive ma-
neuvers at five combinations of roll and pitch
torque commands, varying q/p from ~0.3 to ~2.1
(Fig. 3 and figs. S20 and S21) (18). As shown in
Fig. 3A, q/p had a clear effect on the flight tra-
jectory, and in agreement with fruit flies, q/p was
positively correlated with turn angle (cr = 0.95;

Fig. 3F), whereby turns with dominant pitch rates
resulted in larger turn angles.
In agreement with the fruit fly experiments

(3), we also observed high yaw rates in the direc-
tion of the turn during the recovery phase (Fig.
3D). Because no yaw command was provided
during the robot maneuvers, these yaw move-
ments were thus passively induced (Fig. 1).
For the robot as well as the fruit flies, the

observed yaw accelerations r
�

correlated strongly
with the roll accelerations p

�

and, particularly for
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Fig. 2. The robot
mimics rapid banked
turns observed in
escaping fruit flies.
(A and C) Time
sequences (top view)
of a roll-dominated
maneuver (pitch rate/
roll rate ratio q/p =
0.52) and a pitch-
dominated maneuver
(q/p = 1.67), respec-
tively. The start of the
open-loop (OL) phase
is marked with a
green circle. (B and
D) Time sequences
(top view) of the
equivalent fruit fly
evasive maneuvers
with the stimulus
(green arrowhead)
coming from the left
and the front, respec-
tively. (E to I) Detailed
analysis of a roll-
dominated maneuver
(q/p = 0.54). (E) Time
sequence with con-
stant time interval of
0.125 s; trajectory
projections are shown
by dotted lines. Wings
are color-coded
according to thrust
command magnitude,
as shown in the color
bar. [(F) to (I)] Time
histories of roll
command (F), roll
acceleration and
flapping frequency of
the right wing pair (G),
pitch command (H),
and pitch acceleration
and dihedral angle (I).
In (A) to (E), blue and
magenta arrows rep-
resent velocity and
acceleration vectors,
respectively; vectors
(arrow lengths) are
relative to the black
scale bars in (A) and (E) for the robot and in (B) for flies. The OL phase in (F) to (I) is highlighted by gray background.
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the sharper turns (high q/p), also with the pitch
accelerations q

�

(Fig. 4, A and B). Moreover, the
largest yaw accelerations were observed in the
recovery phase, where both the robot and the flies
move at relatively high forward and sideways
flight velocities (fig. S22).
On the basis of these observations, and thanks

to the simple wing kinematics of the robot (where
roll torque and pitch torque are each modulated
by only one parameter), wewere able to develop a
functional aerodynamic yaw torque model that
explains the observed yaw accelerations in the
robotmaneuvers (Fig. 4, D toH, and fig. S23) (18):

N ¼ r
�

Izz
¼ �bFR½ð fL þ fRÞRr þ ð fL � fRÞu

þ ð fL þ fRÞGv� ð1Þ
whereN is yaw torque; r

�

is yaw acceleration; Izz is
the moment of inertia around the vertical body
axis; b is the linear damping coefficient due to
flapping counterforce (22); F is flapping ampli-
tude; R is wing length; fL and fR are flapping fre-
quency of the left and the right wing, respectively;
r is yaw rate;u andv are the forward and sideways
velocity of the robot, respectively; and G is the
wing dihedral angle.
The first term, –bFR( fL + fR)Rr, represents the

flapping countertorque (NFCT), which is by def-

inition opposite to the direction of yaw rate (Fig.
4F) (22) and thus cannot explain the observed
yaw accelerations. The two remaining terms are
our addition to the passive yaw-torque system for
flapping flight, whichwe call translation-induced
coupled yaw torque (NTCT), as it models the
coupling effect of roll and pitch torque produc-
tion on yaw torque in the presence of translating
body motions (NTCT = Nu&roll + Nv&pitch; Fig. 4, G
andH). Thus, in the presence of a forward velocity
u, the differential flapping frequency ( fL− fR) used
for roll torque production also results in a yaw
torque (Nu&roll; Fig. 4G). Similarly, in the presence
of a sideways velocity v, the dihedral angle G used
for pitch torque production equally generates a
yaw torque (Nv&pitch; Fig. 4H). In steady hover
conditions, such coupling is negligible (fig. S4).
Despite its low complexity, this model accu-

rately estimates the observed yaw acceleration in
both roll-dominated andpitch-dominated banked
turn maneuvers [Fig. 4, D and E; cr = 0.73 ± 0.30
(mean ± SD) for the five sets of trials in fig. S24
and table S6]. Notably, the model predicts the
same coupling effects when differential flapping
amplitudes are used for roll torque production
(eqs. S10 to S14 and fig. S23), which is whatmany
biological fliers as well as other aerial robotic
flappers use.

Because fruit fly wing motion patterns are
highly complex, we were unable to adapt the
model for fruit flies, where multiple degrees of
freedomare involved in generating roll and pitch
torques. For the fruit fly maneuvers, we estimated
yaw accelerations resulting from translation-
induced coupled yaw torque as the measured
acceleration minus the accelerations caused by
flapping countertorque (eq. S19). Relative to
our initial yaw-pitch and yaw-roll correlations
(Fig. 4B), these flapping countertorque–corrected
yaw accelerations r

�

TCT correlate even better with
the product of roll acceleration and forward
velocity, as well as with the product of pitch
acceleration and sideways velocity (Fig. 4C);
these findings suggest that translation-induced
coupled yaw torque is also present in the fruit
fly maneuvers.
Together with the high similarity between the

turn dynamics of the robot and of the fruit flies
(fig. S22), these results provide strong support for
the hypothesis that fruit flies do not actively con-
trol yaw throughout evasive maneuvers (3, 5),
but instead use the translation-induced coupled
yaw torque (Eq. 1) to rotate their body in the
direction of the banked turn. Given that many
maneuvers of flying animals occur at nonzero
translational velocities (2–4, 7, 22–24), the passive
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Fig. 3. The turn
angle during the
banked turn can be
controlled by vary-
ing the ratio of pitch
to roll torque
commands. Results
are color-coded [see
key in (A)] according
to the q/p ratio of the
maneuver; thin lines
are individual trials
and thick lines are
series averages.
(A) Top view of tra-
jectories, aligned at
the start of the OL
phase (t = 0 s) where
the robot is shown.
(B to D) Time histo-
ries of angular rates
during the ma-
neuvers.The OL phase
is highlighted by
gray background.
(E) Angular rate
vector in the horizon-
tal body plane, relative
to the forward-
directed black arrow.
(F and G) Turn
angle and turn rate
versus q/p, respec-
tively, for individual
tests (squares) and mean ± SD per condition (error bars).
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torque coupling we have identifiedmight bemore
widespread among natural flyers.
Despite the observed yaw accelerations, high

sideslips remained at the end of the turns for
both the robot and the flies (Fig. 2, A to D, and
figs. S17, S18, and S22). In a separate set of robot
experiments, we were able to completely remove
this sideslip by producing feedforwardmaximum
yaw torque throughout the recovery phase, but
this body alignment did not increase the speed
of the turn (figs. S25 and S26). Hence, producing
such precisely timed and thus complex feed-
forward yaw command throughout the turn
might not enable flies to increase evasive perform-
ance. This might be one of the reasons why flies
prefer to rely on passive alignment throughout
the turn and fully align their body actively only
after the turn, possibly using a simpler feedback
controller based on visual information (3, 5).
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Fig. 4. The passive yaw accelerations during the recovery phase of
banked turns originate from the coupling between the roll and pitch
torque generation mechanisms and translational body motions.
(A and B) Correlation coefficient between the yaw acceleration and the roll
(solid) and pitch (dashed) accelerations at various pitch-to-roll rate ratios
q/p for rapid banked turns produced by the robot (A) and for evasive
maneuvers produced by fruit flies (B). (C) Correlation coefficients for the
same evasive maneuvers of fruit flies, after correcting for the flapping
countertorque and including the translational body velocities. (D and
E) Measured (black) and modeled (red) yaw accelerations during the

banked turn of the robot: (D) roll-dominated banked turn (q/p = 0.50), (E)
pitch-dominated banked turn (q/p = 1.34). Line style of individual model
components follows the legend below (E). (F to H) The three passive yaw
torque–producing mechanisms at t = 0.4 s in (D) and (E) are flapping
countertorque (F), torque due to forward motion with uneven left and right
flapping frequencies (G), and torque due to sideways motion with
nonzero dihedral angle (H). Color coding of the flapping frequency and
the positive directions of all the coordinates are shown below (H). DL and
DR are the wingbeat-average drag forces of the left and right wing pair,
respectively, as defined by eq. S9.
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effective turning.
generated yaw torque coupling. This correcting yaw rotation propelled the robot toward the escape heading needed for 
They studied the robot's motion during rapid banked turns, which revealed that passive motion through the turn
untethered, flapping-wing robot with impressive agility that can mimic fruitfly maneuvers (see the Perspective by Ruffier). 

 designed anet al.Insect flight can be fast and agile, making it hard to study its detailed aerodynamics. Karásek 
Flying fast and free
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