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The study of fossilized footprints and tracks of dinosaurs and
other vertebrates has provided insight into the origin, evolution
and extinction of several major groups and their behaviour; it has
also been an important complement to their body fossil record1–4.
The known history of birds starts in the Late Jurassic epoch
(around 150 Myr ago) with the record of Archaeopteryx5, whereas
the coelurosaurian ancestors of the birds date back to the Early
Jurassic6. The hind limbs of Late Triassic epoch theropods lack
osteological evidence for an avian reversed hallux and also dis-
play other functional differences from birds7. Previous references
to suggested Late Triassic to Early Jurassic bird-like footprints
have been reinterpreted as produced by non-avian dinosaurs
having a high angle between digits II and IV8,9 and in all cases
their avian affinities have been challenged10. Here we describe
well-preserved and abundant footprints with clearly avian char-
acters from a Late Triassic redbed sequence of Argentina11,12, at
least 55 Myr before the first known skeletal record of birds. These
footprints document the activities, in an environment inter-

preted as small ponds associated with ephemeral rivers, of an
unknown group of Late Triassic theropods having some avian
characters.

Numerous small, bird-like footprints (Fig. 1) were discovered in,
and collected from, the middle part of the Late Triassic Santo
Domingo formation13 from northwest Argentina, La Rioja Province
(288 32 0 S, 688 45 0 W). The age of the unit has been established on
the basis of its fossil content and a radiometric date, and is further
supported by lithologic comparison with the well-dated Late
Triassic Los Colorados formation11. The unit at the studied locality
has produced remains of Rhexoxylon11, a wood morphogenus only
reported from Middle to Late Triassic rocks of Gondwana14. Con-
currently, an interbedded basalt flow located about 80 m above the
track-bearing horizons yielded an 40Ar/39Ar plateau age of
212.5 ^ 7.0 Myr ago (step-heating analysis on albite crystal)12,
which suggests a Norian–Rhaetian age for the basalt according to
recent calibrations of the Triassic–Jurassic timescale15–17. The tracks
occur in two trampled bedding planes (each up to 1.9 square
metres) having a vertical spacing of less than 10 cm. Footprints
appear with variable density and quality of preservation on the
worked bedding planes (Fig. 1a); they are better preserved in the
lower horizon, both as natural casts and moulds. In its central part
(composed of claystone) they exhibit a high density (up to 520
footprints per square metre) and frequent overprinting: the foot-
prints are moderately to poorly preserved and may be deeply
impressed (up to 2.5 mm deep). There is a gradual transition in
preservational quality towards the margins (composed of siltstone),
where there are sparse sharp, shallower, well-preserved footprints
having distinct pad impressions. This variation in footprint pres-
ervation suggests that the substrate in the central area of the
trampled horizons was more watery than the marginal areas.
Sedimentological analysis indicates that the track-bearing sedi-
ments were deposited in shallow ponds associated with an ephem-
eral fluvial system.

Table 1 summarizes the measurements of 50 distinct footprints,
including eight tracks (a total of thirty footprints) and twenty
isolated footprints (Fig. 1). The tracks are bipedal, displaying high
pace angulation and a straight or slightly curved path; they lack a
preferred relative orientation (Fig. 1a, b). The footprints frequently
show a positive (inward) rotation in relation to the midline, the pace
length being 2.4 to 4.5 times the mean footprint length (without
hallux); they may be tetradactyl (58%) or tridactyl (42%) and,
exclusive of the hallux impression, are consistently wider than their
length. Tridactyl and tetradactyl footprints display a similar overall
morphology and may be present in the same track; it is thus evident
that they were left by the same producer, the hallux imprints not
always being preserved. Digit impressions are slender (maximum

Table 1 Summary of measured track and footprint parameters

Mean Minimum Maximum n
.............................................................................................................................................................................

Footprint length* 27.5 18.7 38.6 50
Footprint length† 36.3 29.4 46.3 29
Width 34.6 27.7 42.7 49
Length I 6.4 2 11.4 29
Length II 14.8 10.6 19.7 49
Length III 20.3 14.5 31.7 49
Length IV 17.3 10.9 22.9 48
Angle II–IV 1158 878 1378 49
Angle II–III 59.58 368 748 49
Angle III–IV 56.98 358 778 49
Angle I–III 1608 1338 1808 28
Pace angulation 166.28 107.58 1788 15
Stride length 193.1 137 245 14
Departure midline 10.98 08 298 29
Length/width 0.80 0.65 0.91 49
I/III‡ 0.31 0.13 0.73 29
II/III‡ 0.74 0.45 0.98 49
IV/III‡ 0.87 0.49 1.31 48
.............................................................................................................................................................................

All linear measurement in millimetres.
*Length without hallux. †Length including hallux. ‡Digit impression length ratios.
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width, 4 mm) and may display a tapered or subparallel outline. The
proximal ends of the digit impressions may converge into a con-
spicuous rounded or elliptical sole (Fig. 1e,f). When present,
phalangeal pad impressions are distinct (Fig. 1f) and always display
the relation 2-3-4-5 (impressions of toes I-II-III-IV). Toe
impressions usually bear slim claw marks, although rounded digit
ends have also been recorded. Claw marks in toes II and IV diverge
away from the foot axis, whereas that of digit III is parallel to it or
curved inward (Fig. 1c,e). Print of digit III is the longest, with those
of digits IV, II and I following in decreasing order of length.
Divarication of the impression of digits II–IV is high and the
angle between the impression of digits II and III is 28–38 larger,
on average, than the angle between the impression of digits III–IV
(Fig. 1). The hallux impression is short, thin, usually faint and set at
a high angle to digit III (average 1608), usually 2 mm to 8 mm
behind the sole or proximal end of digit III; hallux impressions are
clearer in the more deeply imprinted tracks than in the shallower
tracks. There is no indication of webbing between the digits.

Different criteria have been suggested to distinguish between the
footprints of avian and non-avian theropods7,8,18–22. The Santo
Domingo tracks described herein meet most proposed features
that characterize bird footprints, including (see Fig. 1 and Table
1): (1) an overall similarity to modern bird footprints; (2) footprints
that are wider than they are long (not considering the hallux) and of
small size; (3) slender digit impressions; (4) a wide angle between
digits II and IV; (5) a posterior or posteromedial hallux impression,
visible both in shallow and deep tracks; (6) slender claws showing
distal curvature of lateral and medial claws away from the foot axis;
and (7) a sole or metatarsal–phalangeal impression is visible in
some footprints, where digits II to IV converge. Additional indi-
cations of an avian affinity are afforded by comparison with
tracks of modern waterbirds and waders19,21; these are: (8) high
footprint density and absence of preferred orientation; and (9)
occurrence in a shallow lacustrine setting, an environment where
bird tracks are preferentially preserved. Although these avian
features can be found in isolation and, exceptionally, in non-
avian footprints, their combined occurrence in the studied track
assemblage is exclusive to birds2,18,20,22. This conclusion is supported
by the study of a relatively large sample size of footprints preserved
in substrates of different consistency, and not merely by single

footprints or short tracks2,3.
Features not in agreement with an avian origin for these bird-like

tracks are less significant; they include the presence of distinct pad
impressions in some footprints and the absence of associated
feeding traces19. The shallow hallucal impression, commonly dis-
connected with the rest of the foot, suggests that the hallux
contacted the ground, but that it was slightly raised and probably
not adapted for perching as in some birds (compare with ref. 7). In
addition, divarication of digits II–IV in tridactyl non-avian dino-
saur footprints may reach high values in a few cases, and high pace
angulation is not exclusive to birds2,20.

Bird-like footprints are rare in the Mesozoic era record and occur
predominantly in Cretaceous period strata19,23. Pre-Cretaceous
evidence is more sparse and can be traced back to the Early
Jurassic1,3,4,20,24. For the Triassic period, it has been suggested that
some described ichnogenera (mainly Plesiornis and Trisauropodiscus)
might be likewise “aviform” to varying degrees1,19,24–26. However,
these footprints show few avian characters and are not comparable
with the footprints described herein. Plesiornis footprints show low
divarication between the impression of digits II and IV (618–928), a
U-shaped outline, and relatively thick digit imprints8, features that
contrast with typical bird footprints. The poorly preserved9 Triassic
specimens of Trisauropodiscus are similar to Anomoepus8,9; however,
that ichnogenus is believed to be the product of an ornithischian
trackmaker1,8,9.

Whatever the ichnotaxonomic affinities of these footprints, their
producers are unknown from Late Triassic skeletal remains. In
particular, the Late Triassic theropodan record is sparse27 and no
theropod shows evidence of an avian-like reversed hallux7. Conse-
quently, these bird-like footprints can only be attributed to an
unknown group of theropods showing some avian characters. A
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A hallmark of the human motor system is its ability to adapt
motor patterns for different environmental conditions, such as
when a skilled ice-hockey player accurately shoots a puck with or
without protective equipment. Each object (stick, shoulder pad,
elbow pad) imparts a distinct load upon the limb, and a key
problem in motor neuroscience is to understand how the brain
controls movement for different mechanical contexts1,2. We

addressed this issue by training non-human primates to make
reaching movements with and without viscous loads applied to
the shoulder and/or elbow joints, and then examined neural
representations in primary motor cortex (MI) for each load
condition. Even though the shoulder and elbow loads are
mechanically independent, we found that some neurons
responded to both of these single-joint loads. Furthermore,
changes in activity of individual neurons during multi-joint
loads could be predicted from their response to subordinate
single-joint loads. These findings suggest that neural represen-
tations of different mechanical contexts in MI are organized in a
highly structured manner that may provide a neural basis for
how complex motor behaviour is learned from simpler motor
tasks.

Behavioural studies suggest that the brain uses internal models—
neural processes that mimic the characteristics of the body or
environment—to predict and generate motor commands for move-
ment1,3, but little is known about neural computations associated
with these representations4,5. Here we test two qualitatively distinct
hypotheses about the organization in the brain of internal models
for different mechanical loads2. One possibility is that internal
models for different loads are represented within a single controller
that encapsulates all possible loads (Fig. 1a). A second possibility is a
more modular scheme in which multiple controllers co-exist, each
suitable for one context (or a small set of contexts) (Fig. 1b). These
two hypotheses predict differences in how individual neurons in the
brain respond when loads are applied in a given motor task: either a
cell consistently changes activity for all mechanical loads (former),
or it changes activity only for one or a subset of loads (latter). We
tested these two alternatives using a reaching task with different
dynamic loads, and recorded neuronal activity in MI, a region
intimately involved in volitional motor control where cells often
respond to changes in force output4–8.

We trained monkeys to wear a robotic exoskeleton (KINARM)
that permitted horizontal limb movements using flexion and
extension motions at the shoulder and elbow9,10. Monkeys made
reaching movements without loads (NL) and with one of three

Figure 1 Two hypotheses about the neural control of different mechanical loads. A single-

controller that encapsulates all load contexts (a), or multiple controllers, each of which

represent individual loads (b). c, Experimental design used to assess the neural

representation of multiple loads. A robotic exoskeleton applied velocity-dependent

(viscous) loads to the monkey’s arm during reaching movements. Viscous shoulder (VS)

and viscous elbow (VE) are mechanically independent loads. Viscous both (VB) is the

superposition of viscous shoulder and viscous elbow loads.
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